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preface to the german edition 

The aim of the Second Part of this book requires no exposition. 

The large space devoted to the Bryoph)-ta receives its justification in the 
fact that these plants offer an easily accessible and easily cul'-^ted material 
for Experimental Organography, and that they, especially the Hepaticae, 
show particularly clearly how by different paths complex confipration has 
been reached from simple beginnings. Earlier accounts of the^e plants 
have dealt with them almost exclusively from the purely formal standpoint, 
and in this offer a contrast with the work of the great bryologist of the 
ei<Thteenth century', Hedwig, who was untrammelled by the limiting concept 
that has atuchcd to the terms ‘Morphology’ and ‘ Physiolo^- 1 ’ How 
incomplete is our knowledge of the phenomena of life of this group is 
everywhere apparent. 

To give a comprehensive exposition is always a forbidding task; I hope 
that my readers will not consider the many new results of investigation ^ 
and the interpretations that are given in this book as a ' crambe biscocta, 
and that what I have said may lead to new investigations. 

To prevent misunderstanding I may say thaf ^eleological expressions 
are only used for shortness. My position with regard to the question of 
adaptations is fully set forth elsewhere ^ 

The nomenclature of the Bryophyta is at present in great confusion. 
In respect of it I adopt a conservative attitude, and regard as a nuisance 
the practice of changing plant-names which have been long in use and 
appear in fundamental works like those of Hofmeister and Leitgeb purely 
on the ground of a shadowy priority. Fortunately the practice appears 
to have over-reached itself. 

K. GOEBEL. 

Ambach, 1898®. 

^ Tbe most complete account of the Group is that of Douglas Campbell^ The Structure and 
Development of the Mosses and Ferns, London and New York, 1S95. This book is full of details 
of minnte anatomy obtained by miciotome-melhods, and is specially valuable because of the records 
of the anther's owu researches. 

* Compare, for cauunple, the Preface of his *Descriptio el adumbratio microscopica*analytica 
musconim frondosonim,* where he gives free expression to his teleological instincts. Neglecting tbe 
physico-iheological tone of the work we find that a separation of form and function was to the 
author unthinkable. 

* I wsh hoe to acknowledge my indebtedness for material for these investigations to Dr. E. Levler 
of Florence and F. Stephan! of Leipzig. 

‘ See an address by me, ‘ Uber Studinm nnd Anffassnng der Anfassnngseiscbcinongen bei Pflanzen ’ 
Miinchen, 1898. ’ 

’ The year of publication of the First Section of this Second Part. The last section appeared 
in 1901. 



PREFATORY NOTE TO THE 
ENGLISH EDITION 


The reasons for this translation are given in the Preface to the 
First Part. 

In preparing for English readers this Special Part of Professor Goebel’s 
book, which abounds in facts and interesting interpretations, titles have 
been prefixed to the paragraphs, and to them a key will be found in the 
extended Table of Contents. By this, and by the Index, it is hoped that 
reference to the book will be facilitated. 

Professor Goebel has read all the proof-sheets, and has modified the 
text in several places, and added additional notes. The paragraphs upon 
germination of microspores (p. 612) have been rewritten, and new figures 
have been introduced. 

On the title-page of and throughout the First Part the word Sper- 
maphyta was used in conformity with custom. In this Second Part the 
word appears in the more correct form of Spermophyta. 

I should have preferred in the translation to restrict the term ‘flower’ 
to its established signification of that sporangiferous shoot which is found 
in flowering-plants. The extension of the term in the text to the 
Pteridophyta—adopted also by some English writers—is apt to lead to 
ambigfuity, and encourages other loose expressions such as ‘ seed ’ of ferns. 
A change in the direction I have indicated would have involved, however, 
in default of another general term in use by which to designate the 
sporangiferous shoot of Pteridophyta and Spermophyta, so many modifica¬ 
tions in the text as to have caused me to transgress the guiding principle 
of the translation—to produce the work as nearly as possible as minted 
by the author. 

I. B. B. 

Edinburgh, 1905. 
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SPECIAL ORGANOGRAPHY 

INTRODUCTION 

I HAVE endeavoured in the general part of this work to depict in some 
examples the general relationships of the formation of organs in plants; 
I have now in this special part to describe these relationships in the several 
groups with more detail. Various considerations, especially those of space, 
compel me to restrict my attention to the groups which fall within the 
limited scope of this book, namely, the Archegoniatae and Spermophyta. 

In conformity with general usage, I include amongst the Archegoniatae 
the Bryophyta and the Pteridophyta. We might directly link on to these 
the Gymnospermae, whose relations to the heterosporous Pteridophyta 
have been proved in recent times to be very close by the discovery of 
spermatozoids in the Cycadaceae, with which group perhaps other forms will 
have to be reckoned; but the combination of groups between which actual 
connecting members are not known must always be a matter of con¬ 
venience, and I have therefore preferred to keep together under the term 
Spermophyta the whole of the plants that produce seed. At the same 
time we must remember that the chief classes of Spermophyta embrace 
lines of development as different as are those of the groups Pteridophyta 
and Bryophyta which make up the Archegoniatae. 

When we compare any one of the natural series of these groups in their 
different members, the first question that arises is, what is the relationship 
between formation of organs and adaptation? In other words, are the 
specific marks which separate from one another the several species, genera, 
and so forth, within one series, of a purely adaptive nature as the extreme 
disciples of the ‘natural selection’ school hold, or are the specific and the 
adaptive marks separable? In my opinion there can be no doubt that the 
latter is the case. The formation of organs must naturally always stand 
in conformity with the furtherance of life, but the special stamp it bears in 
^ch group, in spite of all differences in the individual adaptive configura¬ 
tion, shows that the ‘ inner constitution,’ if we may use this expression 
which cloaks our ignorance, plays the chief part; were it not so the pro¬ 
fuseness of the formation of organs could not be understood. What special 
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advantage should it bring to the Anthoceroteae that their chloroplasts 
possess pyrenoids which are not seen in other Hepaticae? Or, that the 
mucilage which protects their apical region arises in mucilage-slits 
instead of in club-shaped papillae? Or, that their sporogonia are not 
stalked? Or, that their sporogenous layer is laid down in a way different 
from that in other Hepaticae ? Or, that their archegonia are always 
embedded, and their antheridia are developed in pits? All these are 
specific characters which cannot be reckoned as adaptations. On the other 
hand, the production of water-sacs by species of Dendroceros, after the 
fashion of Metzgeria saccata and other forms, is an adaptation; the same 
may be said of the arrangements for collecting water which Anthoceros 
exhibits in common with many other Hepaticae; and also of the tubers 
which some species of Anthoceros produce, as do the prothalli of Ano- 
gramme amongst the Filices. Many other examples in this and in other 
series might be given. 

Seeing that the phenomena of adaptation repeat themselves in different 
groups in like manner, they naturally must appear more conspicuously in 
the First Part of this book than they can in this Special Part. The 
appearance of characters of adaptation, everywhere or almost everywhere 
in a group, in all its members, for example the structure of the thallus 
in the Marchantieae, must be considered rather as an accidental concurrence 
with the specific marks—a conformity which we can understand if we 
assume that the adaptation is a very old one, that is to say, it took place 
before the separation of the group into isolated forms which developed in 
different directions. 

The structure of the sexual organs and an abrupt alternation of genera¬ 
tions are characteristic of the Archcgoniatac. The name is based upon the 
structure of the female sexual organ, which throughout the whole group 
has an essentially similar construction in its mature state. The antheridium 
is a cellular body provided with an envelope if it is not sunk in other 
tissue, and this envelope almost always consists of one layer of cells. The 
archegonium is flask-shaped and encloses a single egg which Is fertilized 
by the spermatozoids—male elements swimming freely in water, and of 
characteristic configuration and special origin. The elongated configuration 
of these is probably an adaptation which fits them to penetrate the 
mucilage investing the egg^. The peculiar transformation of the cells 
which leads to the formation of the spermatozoids finds its counterpart, so 
far as is yet known, only in the Characeac. I cannot, however, go further 

into that subject here. 

Experience has shown us that the nature of the sexual organs is of quite 
special importance for the characterization of the groups we are dealing 


^ We find them in Volvocincac. See Part I, p. 28, Fig. 4. 
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with, and we must therefore ask in the first place whether there is to be 
found in their structure any indication of a common line of genetic con¬ 
nexion. The more recent investigations into the history of development of 
these organs have in the main neglected the mature stage; yet the manner 
in which, for example, the antheridia open in the Bryophyta is of no less 
importance than is the succession of cell-divisions. 

It would be instructive to give a comparative account here of the 
structure and of the development of the sexual organs of all the Arche- 
goniatac, but for the reasons stated we must discuss these organs separatel)’ 
in the two archegoniatc groups—Bryophyta and Pteridophyta. 

In the following pages our subject is dealt with in the two sections 
I. Bryophyta. 

II. Pteridophyta and Spermophyta. 
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BRYOPHYTA 


It has been customary from of old to subdivide the Bryophyta or 
Muscineae into the two classes of the Hepaticae or liverworts and the 
Musci or mosses*. Each class embraces a number of series which are 
in part sharply separated from one another; at the same time they have 
so much in common that their combination even to-day appears still useful. 
Between Hepaticae and Musci there are no transition-forms, as there are 
none between Bryophyta and Pteridophyta; and as there never were such 
transitions2 their absence is not caused by their having died out. If the 
development proceeded from very simple nearly related forms in definite 
and divergent directions we ought always to find a partial correspondence 
only in the simplest forms, and as a matter of fact we find these, as will be 
shown in the following pages. All of the speculations upon the relationship 
between the Hepaticae and Musci, Bryophyta and Pteridophyta, and other 
groups, which are based upon the highly developed Archegoniatae are 
therefore products of fancy; they spring from the tendency of our imagina¬ 
tion to assume connexions even where they are not directly proved, but 
they have no sufficient support in the facts of experience, and their sole 
value lies in the new points of discussion they create. 

The two groups of the Bryophyta behave quite differently in the 
formation of their vegetative organs. Everywhere in the Musci we find 
one and the same type of differentiation of the members of the vegetative 
body—that of the leafy stem. In the Hepaticae there is much greater 
varietystarting from simple thallosc forms which in their differentiation 
of members are far behind many of the Thallophyta, for example 
Sargassum, we have a rich variety in the construction of the vegetative 
body and its adaptation to external relationships. We gain the impression 
that the Hepaticae, apart from the Anthoceroteae, are a younger group. 


* It was Hedwig (Theoria generationis et fnictificationis plantanim cryptogamicanim Linnaei, 
Lipsiae, 1798) who, I believe, framed this classification. He divided (p. 119) the Musci into 
‘ Frondosi,’ including those whose sporangium nsnally has a lid, and ‘ Hepatici,’ including those 
whose sporangium has no lid, but opens by longitudinal valves. Micheli originally gave the name 
‘ Hepatica’ to Fegatella conica on account of a fancied resemblance to the lobes of the liver. 
Linnaeus had placed Jungermannia and Marchanlia amongst the Algae. 

* See Part I, p. 19. 
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still in a condition of flux, as compared with the older more fixed Musci. 
This is, however, a purely subjective representation, as the facts of 
Palaeontology leave us completely in the dark. The soft Hepaticae 
especially are but little favourable to preservation as fossils, and it is 
impossible to say whether many of the impressions which are described 
as ‘ Algae ’ are not to be ascribed to the thallose Hepaticae. 

The structure of the sexual organs on the other hand supplies, as has 
been already indicated, a resemblance between the groups, and this, when 
we consider it from the standpoint of the theory of descent, appears to 
be an inherited portion from common ancestors. In other words, if we 
assume a descent in general it follows that the vegetative organs must have 
been greatly changed in different directions, whilst the sexual organs have 
altered but little. It is clear from this that the endeavours to refer back 
the sexual organs to parts of the vegetative body* must be futile. 
Further, the construction of the sexual organs is not the same in all 
Archegoniatae, but is rather characteristic in the individual groups, yet 
does not always exhibit quite constant differences. The development of the 
archegonia in the Bryophyta is everywhere different from that in the Pteri- 
dophyta, and the explanation of this is, as I tried to show long ago, that these 
two complex groups have from a very early time developed in diverging 
directions, and it is therefore impossible to prove a direct affinity. 

An exposition of cytological relationships is not within the plan of this 
book. I may merely mention that Farmer^ found in the dividing nuclei 
of the sexual generation of Blyttia (Pallavicinia) decipiens four chromosomes, 
whilst in the asexual generation derived from the fertilized egg there are 
eight. The sporocytes on the other hand show in division only four 
chromosomes—a reduction to one half It is probable that this difference 
in the nuclei of the sexual and asexual generations exists also in other 
Bryophyta^ and Archegoniatae. From many points of view this is an 
important difference, and it is to be wished that it will receive ere long full 
elucidation. 

In what immediately follows, the grosser relationships of configuration 
and the structure of the sexual organs of the Bryophyta are shortly 
described. 


* With the morphological value of * caulomcs* or * trichomes/ see Part p. 17. 

^ Farmer, Studies in Hepatiwae: On Pallavicinia decipiens, Mitt*, in Annals of Botany, viii 
(^894), p. 35 - 

^ Fanner has already proved this in Pellia epiphylla. See Annals of Botany, ix (1S93X p* 488. 
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SEXUAL ORGANS OF BRYOPHYTA 
1. THE ANTHERIDWM. 

I. Structure and Position. The mature antheridium has the 
same essential structure in Hepaticae and Musci. The special body of the 
antheridium is seated upon a stalk (Fig. 2), the length of which varies in 
evident connexion with the relationships of life of the plant. It is short 
in the antheridia of the Hepaticae if they are sunk in pits, and then, as we 
shall see, the mouth of the pit supplies frequently a mechanism for the 
ejection of the spermatozoids; it is long in Musci, where the antheridia are 
not closely enveloped by leaves but stand more or less exposed and pro¬ 
tected only by paraphyses. Relatively long stalks are found in antheridia, 



Fig. I. Marchantia polvmorpha. antheridium with Pig. 2. Pbascum cuspidatum. Stem in 

Tnocilige-pauillae, A at its base. speRoatoioids. longitudinal section. leaves: paralyses: 

nifiedpa £, m ag aided 6on. After Strasburger. or. archegonium; on, antheridium. MagnidcG 

45. After Hoftueisten I^hrb. 


which stand in the axils of leaves as in the acrogynous Hepaticae, and there 
they secure that the contents of the antheridium do not remain in the axils 
of the leaves when they are discharged. We find similar relationships 
amongst the Musci in the antheridia of Buxbaumia (Fig. 105), where they 
are enclosed in an envelope like a mussel-shell and superficially resemble the 
antheridia of Hepaticae. The configuration of the body of the antheridium 
is connected also with the distribution of the spermatozoids. The deeply 
sunk antheridia of the series of the Marchantiaceae and those of Monoclea 
are club-shaped, whilst they have a more spherical form when they occupy 
a more exposed position, as is the case in most of the Musci. 

The body of the antheridium is composed of a wall investing a mass 
of spermatocytes. The spermatozoids' are always biciliate (Fig. i). The 


“ Fossombtonia pusilla by Schmidel, leones phntanim, Norim- 
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wall, which originally possesses chlorophyll, frequently shows in Hepaticae, 
such as Sphaerocarpus, Fossombronia, Anthoceros, and in many Musci 
abundant chromoplasts which give it a reddish or yellow-brown appearance, 
and we might with Stahl conjecture that this colouration promotes an 
increase of warmth to the antheridium. In support of the view that the 
colouration of the wall has a biological significance I may point out that in 
Sphaerocarpus the sac-like envelope in which the antheridia are enclosed 
has a reddish colour, and in Pellia the walls of the shallow pits in the thallus 
in which the antheridia are sunk is coloured frequently violet. The pits for 
the antheridia in Marchantia also are coloured violet. The wall of the 
antheridium is covered with a cuticle which is thicker in those which are 
exposed than in those which are in pits. 

2. Opening of the Antheridium and discharge of the Sper- 

MATOZOIDS. The method in which the antheridia discharge their sper- 
matozoids has not been much referred to in recent literature. If a ripe 
antheridium be touched with a drop of water it opens instantaneously and 
the spermatozoids are at once placed in favourable conditions. It has been 
commonly assumed that the wall of the antheridium is gradually ruptured 
at the apex through the pressure of its swelling contents ^ which then issue 
from it. I have satisfied myself, however, by the examination of a large 
number of antheridia of both Hepaticae and Musci that the wall plays an 
active part in the opening of the antheridium In most cases this is brought 
about by the same means as are employed in the annulus for the opening 
of the capsules of many Musci—a deposition of mucilage takes place in 
the cells, and this by its increase in volume through the absorption of water 
causes the dehiscence. So far as my investigations show there appear to be 
two types of opening in the antheridium of Bryophyta :— 

(1) One cell or a sharply limited group of cells at the apex of the 
antheridium takes part in the opening; this cell or group of cells may be 
called the opening cap- This type occurs in the Musci with the exception 
of Sphagnum. 

(2) No such limitation ot the cells concerned in the opening is found, 
but a large number of cells of the wall take part in it. This type is found 

in the Hepaticae and in Sphagnum. 

I shall now describe shortly a few examples of the opening of 

antheridia. 

{a) Hepaticae. The opening of the antheridium of the Junger- 
manniaceae is brought about in the same way in all cases so far as we 
know. A deposition of mucilage takes place in the outside wall of the cells 
forming its wall, especially in the upper part of the antheridium. The 

* The wall of the spermatocytes becomes mucilage at a relatively early period, 

^ Goebel, Ober den 5 ffnungsmechanismus der Moos-antheridien, in Annales du Jardm botamquc 
de Boitentot^, Supplement II (1898). The Ulcrature is cited here. 
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swelling of this mucilage stretches the cuticle, which finally splits. 
Frequently the cells of the wall separate from one another and curve in 
a direction the reverse of their original curvature (Fig. 5, 5). I have 
never observed that they act as ‘ejaculatores seminis’ as Gottsche sug¬ 
gested'. They may, however, remain in connexion with one another 
except at the point of splitting. In the series of Marchantiaceae I noticed 
a very great increase in the radial diameter of the cells of the wall of 
the ripe antheridium, which is here in a deep pit. In this case we have 
not to consider the tension induced by the cuticle of the antheridium, 
but that caused by the wall of the pit in which the antheridium is seated. 
The mouth of the pit is in many forms of this series raised above the 
surface as a projecting point, and this in my opinion has the same use 
as the nozzle of a syringe, and the wall of the antheridium acts like that 
of the india-rubber ball of a hand-spray. The emptying of the antheridium 



MtheriHiuro in ^Iosci. Funaria hygrometrica. Aniheridium in profik: the 
uSdohi. I A-' ‘ .Emptied antheridium; the opening is in section. 3. C.nihatioea 

C«^t‘2n oni^cihje in thS opening cap arc marked by the 


may also take place gradually, and drops containing spermatozoids are 
then found at the mouth of the pits, whence they can be cither washed 
away or removed by small animals. The pit has then a definite function 
to perform in the ejection of the spermatozoids, and is not merely concerned 
jvith the protection of the antheridium =. We have as yet no certain 
knowledge of the method by which water gets from the outside into the 
narrow pits of the antheridiophore of Marchantia. Perhaps the mucilage 
which is formed in the pits by special mucilage-papillae (Fig. i, A p), 
and which accumulates at the mouth of the pits and so acts as a protection 
against dryness, may also act as an absorbent of water. 

W Mwii- Funaria, Mnium, Catharinca, Polytrichum, were examined 
( g- 3 )- The process in all cases is the same excepting that the number 
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of cells in the opening cap differs; in Funana there may be one or two, in 
the others there may be more. The cap appears in water like a clear 
vesicle, as it was described and figured by Hedwig. The cuticle becomes 
greatly stretched and the cells of the opening cap suddenly burst and their 
contents pass either at first inwards to be subsequently discharged with the 
contents of the anthcridium when the cuticle ruptures at the apex, or are 
discharged outwards at once if the cuticle at the apex ruptures earlier. In 
all cases a narrow opening only is formed which is bounded by the remains 
of the cells of the opening cap (Fig. 3, 2), and through this channel the 
slimy contents of the antheridium slowly pass out. There can be no doubt 
that the contraction of the previously stretched wall of the antheridium aids 



Fig. 4. ^fonoc]ea dil.uala. /, /A young antheridium in a pit of the thailus. ///, female plant in longi* 
todinal section «ho« ing the inception of young archegonia in a |Mt behind the apeX. Drawn by Ruge from material 
collected by me on the Cordilleras of the coast of Venezuela. 


their passage, but at the same time their swelling into the form of a sausage 
is an important factor. The spermatozoids disperse afterwards when the 
mucilage in which they are embedded becomes more fluid. 

3. Development of the Antheridium. As we have such charac¬ 
teristic differences in the structure of the mature antheridium in the two 
classes of the Bryophyta it is not surprising that differences show them¬ 
selves also in the manner in which they are built up out of cells. Are these 
differences then of systematic significance, and if so to what extent ? We 
may say generally that they are of importance and the chief facts may be 
shortly stated here. 

(a) Hepaticae'. Two types are exhibited, but they are connected by 
intermediate links:—_ 

' See Leilgeb, UDt.rrsnchnngcn iiber die Leberrooose, i-vi, Graz, 1874-1881; Salter, Beilrage 
znr Enlwicklungsgeschi jile des Lebermoosanlheridiums, in Sitzungsberichtc der Wiener Akademie, 
Izxxvi (i88j); Douglas Campbell, The Stniclure and Development of the Mosses and Ferns. 
Loodon, 1895. In this book the older literature i$ cited. 
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1. Construction by formation of transverse disks which is characteristic of the 
club-shaped antheridia in Riccieae and Marchantieae and of those of Monoclea. 

This is the more primitive type, inasmuch as a separation of the wall from the 
inner cells of the antheridium takes place at a late period. Many tiers of cells 
arise, the lowermost of which goes to form the stalk (Fig. 4, /, //), and each tier 
becomes divided into quadrants and then the separation of the wall from the inner 
cells appears. We do not know what is the significance of the beak-like prolongation 

which is found in the antheridium of Corsinia. 

2. Construction through growth in every direction as it is seen in the spherical 
antheridia of Jungermanniaceae and Anthoceroteae. 

Sphaerocarpus may be first mentioned as it shows a transition from the first to 
the second type (Fig. 5, i, 2). The mother-cell of the antheridium which has become 
club-like inform is divided by three cross-walls(i, 2, 3 in Fig. 5, r, 2): the lowermost 
cell forms the stalk, the next lowest forms the under portion of the wall, the upper two 



FlC. 5. I todu|rains illustrative of the cell-division in the formation of the anlheri<)iun> of Hepaticae. 
I and Sphaerocarpus terrntris. 3, view from above of the apes of a young; antheridium of one of the Junger- 
inanniaceat. 4i diagrammatic representation of an antheridium of an acrogynous ^ungermannia in longitudinal 
section. 5. Blyttia Lyelli. Cell from the wall of an opened antheridium. The side which is now concave was 
originally the convex outer side. Highly magniGed. 


cells divide into quadrants and make the body of the antheridium. In the other 
Jungermanniaceae the body of the antheridium usually is derived from one transverse 
disk. This commonly divides by a first longitudinal wall (i in Fig. 5. 3) into halves; 
two longitudinal walls (a, 3 in Fig. 5, 3) then cut this obliquely; and the manner in 
which the inner space is formed is shown in Figure 5, 3. We do not know the 
reason for this remarkable delation * from the customary formation of quadrants, 
but it is not quite constant, and Leitgeb ’ found the normal formation of quadrants 
in the antheridium of Scapanieae. 

{i) Musci. The cellular construction of the antheridia appears to be fairly 
uniform in this class so far as we as yet know*, and the body of the antheridium is 
built up through the formation of a two-sided apical cell. The divisions through 
which the separation of the cells of the wall and the inner cells comes about 
correspond with those of the antheridium in Jungermanniaceae (Fig. 5, 3). In 
many forms the antheridium has a stalk which is a short cell-row in Nanomitrium 

* Ii is also found in the antheridium of Musci. 

’ UUgeb, Untenuchnngen iiber die Lebermoose, Graa, ii (1875), P- 43 - 

‘*‘”'e«uype of Sphagnum see Uitgeb, Wachstum des Sldmmchens und 
^twicWungder Anthendien bei Sphagnum, in Sitaungsberichle der Wiener Akademie lix 1 fi86o^ 
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and other Phascaceae but a very long one in Buxbaumia (Fig. 105); in others the 
stalk is a short cell-mass. 


2 . THE ARCHEGOiVIUAf. 

I. Structure AND Position. The form of the archegonium is every¬ 
where uniform in so far as it consists of a neck which provides the path for 
the spermatozoids attracted by a substance exuded from its open mouth, 

(Fig. 6). The Anthoceroteae 
(Fig. 83, i) differ from all 
other Bryophyta in having 
their archegonia sunk in the 
thallus, and this of course in¬ 
volves a modification in the 
history of their development 
which in Anthoceros itself ap¬ 
proaches in some measure the 
type of development which is 
exhibited by the Pteridophyta. 

The ‘free’ archegonia of 
the other Bryophyta have 
either no stalk as in Riccia or 
a stalk (Fig. 2) which may be 
short or long and is longest in 
some Musci. The stalk, unlike 
that of the antheridium, has not 
merely the function of bringing 
the neck of the archegonium 
into a favourable position, but, 
where it is massive, is destined 
to be of use to the embryo, 
and after fertilization has taken 
place it may grow to a con¬ 
siderable extent (see Fig. 119). 
The embryo bores in the first instance into the stalk and may go no further, 
as in Nanomitrium (Fig. 120), or, as in other forms, it may penetrate into 
the tissue beyond the stalk. This subject will be discussed when the rela¬ 
tionships of the embryo in Calypogeia are described 

The mature archegonium possesses a neck traversed by a row of cells, the 
neck-canal-cells (Fig. 6, A, k') and a venter enclosing a central cell. This 
central cell divides by a transverse wall into an upper cell, the ventral canal¬ 
cell (Fig. 6, A, k"), and an under cell, the egg (Fig. 6, A, 0 ); these two 


and of a venter which contains the ee? 



Plc. 6. Marchaotia polymorpha. A, youn^ archc* 

K >Dium. mature archturn. C archc|^niam of which 

e egg has been fertilised and a pluricellular pro^mbryo is 
fortneo. neck-caual-cell$ already disorgani^ as a muci¬ 
lage; ventrai canal-cell; egg; perianth. Magnified 
540. After Strasburger. 


* See p. 90. 
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cells are often equal in size but commonly the egg is the larger. We do not 
know the significance of this division or whether the ventral canal-cell has 
any definite function such as that of the secretion of the attractive substance 
for the spermatozoids. Hypothetically we may regard the ventral canal- 
cell as the vestige of a second egg, but we know nothing definitely about it, 
yet its constant occurrence points to its possession of a physiological r6le. 
The neck-canal-cells furnish the mucilage which fills the canal of the neck 
after the opening of the archcgonium. Their protoplasm, so far as it 
is not employed in the formation of mucilage, dies off, as does that of the 
ventral canal-cell. I have no doubt that the mucilage filling the canal 
of the neck at first protects the egg against contact with water. This is 
a function which very often attaches to mucilage even where it lies within 
a cell-membrane h 

2 . Opening OF THE Archegonium. The opening of the archcgonium 
is brought about by the separation of the apical cells of the neck, and perhaps 
processes similar to those observed in the case of the antheridium occur 
here also. 



Fic. 7. Sch«ine of the development of the archegonium of the Hepaticac. 1, and 4 in longitudinal section. 
i, 4 nm the top. rf, lidcellj stalk-cell; c, primary central cell; the dotted litie from c\n$ and n in 4 should 
run to the central cell of the 6gure; mother<ell of the neck caQaJ*cells; secondary central ceil which divides 
mto ventral canal-cell and egg. 


3. Development of the Archegonium. Passing now to the 
development of the archegonium, it may be asked if this conforms in any 
measure with that of the antheridium. I have elsewhere shown • that it is pos¬ 
sible to establish amongst the lower plants homologies in the development 
of the male and the female sexual organs, but that the higher the differentia¬ 
tion the more do differences appear from the beginning in the construction of 
the two kinds of sexual organs. In the Bryophyta such differences exist, but 
they do not make impossible the occasional occurrence of malformations ^ 
which are half archegonia, half antheridia ; even as amongst the Spermo- 


bil«vir'’n » C«893). P- 233- Sec also Schilling. Anatoraisch- 

biolop«he Untereuchtingen uber die Schleimbildung der WasserpllanzeD, in Flora. Ixxviii (1894). 

dcr PH.inrenorgane. in Schenk's Handbuch 

O^vergbe af honorgan till hanorgan hos en bladmossa, in dfvetsigt af Kongl. 
etcnskaps^Akadcroicns torhandlingar, Stockholm, 1879, ^ ^ 
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pliyta the appearance of pollen has been observed in ovulesThe presence 
of divisions like those in the anthcrldium within the mother-cell of the arche- 
gonium in the Bryineae is not to be considered as indicating a conformity 
of the formation of the archegonium with that of the antheridium, because 
they have nothing to do with the construction of the special body of the 
archegonium but only with that of its stalk-. 

How far the development of the archegonium ^ is alike in the two series 
of the Bryophyta and within each series is a matter in regard to which at 
present there is no agreement amongst observers. 



8 . Mniuin umlulatum. 
velopm^oi of thr archegonium. /, II, 
III, I Vs show successive stages. The 
atchrgonium, A. begins to be laid 
down in II. </, lid*ccll: J/. stalk, not 
shown in IV \ * in /K the lid*<c]J 
which acts as an apical cclJ. 


{a) Hepaticae. The following is the scheme 
of development. The archegonium takes origin from 
a single cell here as everywhere else. This divides 
into a lower cell (Fig. 7, i, j/) which limits the arche¬ 
gonium below by forming the usually short stalk, and 
an upper cell. The ujiper cell divides by three 
longitudinal walls (Fig. 7, 2) into a central cell 
and three peripheral cells; the central cell then 
divides by a transverse wall into the lid-cell (Fig. 7, 
3, (f). and the primary central cell (Fig. 7, 3, c). The 
primary central cell next divides by a transverse wall 
into two cells (Fig. 7, 4, A, c^). The cell ^ is the 
mother-cell of the neck-canal-cells and forms them by re¬ 
peated transverse divisions. The cell is the secondary 
central cell and divides into the ventral canal-cell and 
the egg. The peripheral cells form the neck, the 
lid-cell d repeatedly dividing*. In the Anlhoceroteae 
the general scheme is the same, but the mother-cell 
is sunk in the tissue and the mother-cell of the neck 
is cut off from the lid-cell d; this cell d has therefore 
no further share in the construction of the neck be¬ 
cause this does not reach above the surface, but it 
divides by tranverse walls into four cells lying in one 
plane which separate from one another at a later 
period. 


* Compare the case of Begonia : Goebel, Bcitrllge zur Kcontniss gefullter Bliiten, io Pringsheim s 
Jahrbiicher, xvii (1886), p. 246. 

* Since this was written 1 have come to the conclusion that the homology between the construction 
of the sexual organs in Musci can be traced to their inception and that the archegonium corresponds 
to one half of the antheridium. See Goebel, ttber Homologien in dcr Enlwicklung mannlichcr 
und weiblicher Gcschlcchtsorgane, in Flora, xc (1902), p. 295. 

* Sec janezewski, Veri’Vichende Untersuchungen iiber die Entwicklungsgeschichtc des Arche- 
goniums, in Botanisebe Ztitung, xxx (1872), p. 377 ! Douglas Campbell, The Structure and 
Development of Mowes and Ferns, London, 1895; Gayct, Recherches sur le developpeinent de 
I’arcb^gone chez les Muscin^es, in Annales des sciences naturcllcs, sir. 8 , iii (1897)) P- where 
details regarding the number of canal-cells and $0 forth are given. 

* Notwithstanding janezewski’s statement to the contrary. See Gayet, op. cit. 
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{b) Musci. According lo the statements of Janczewski, Kiihn. and 
Campbell, the development of the archegonium of Musci differs from that of the 
Hepalicac chiefly in this, that the neck-canal-cells do not arise by the division of 
one mother-cell but are produced in part by a peculiar growth of the lid-cell. 
This lid-cell acts as an apical cell (Fig. 8, IV, and furnishes segments having 
ualls parallel respectively with the axis and the base of the archegonium, the outer cells 
thus formed become cells of the wall of the neck, the inner ones become neck-canal- 
cells. Caret contradicts this. According to him the course of the development 
is in essentials like that of the Hepalicae. that is to say, the lid-cell forms new cells 
of the wall of the neck but no internal segments. From my examination of Mnium 
undulaiuni (Fig. 81 1 cannot confirm what Gayet says: I find in this plant 
confirmation throughout of the statements of Janczewski and others, and that the 
archegonium of the Musci is distinguished from that of the Hepaticae by its peculiar 
apical growth (Fig. 8, IV, ■*■). The stalk of the archegonium of Mnium undulatum 
which I select as an example is very strongly developed. It is furnished with plastic 
material which the young embryo uses up, and it contains also a definite nutritive 
tissue for the embryo, which after fertilization increases in amount; this feature 
which appears to have been hitherto overlooked corresponds to what we find in the 
development of the seeds in the Spermophyix The primordium of the stalk 
precedes that of the body of the archegonium. In figure 8, /, the primordium 
of the stalk growing by means of a two-sided apical cell is alone visible. Out of its 
terminal cell the primordium of the body of the archegonium proceeds (Fig. 8, 
II, .n. and this increases by apical growth in the way described. 

From what I have .said it will be seen that the relationships in the 
process of cell-construction, as well as those of the mature structure of the 
sexual organs, arc characteristic of the large group of the Bryophyta. They 
have ‘ varied ’ less than has been the case in the vegetative organs. 
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VEGETATIVE ORGANS OF HEPATICAE 
1 . RELATIONSHIPS OF SYMMETRY. 

The statement made above * regarding the great variety of the forma¬ 
tion of vegetative organs in the Bryophyta requires qualification in so far as 
the relationships of symmetry are concerned. Amongst Musci radial and 
dorsiventral forms of different construction are found but amongst the 
Hepaticae the dorsiventral type, and in association therewith plagiotropous 
growth, predominates, and the vegetative body either clings to the sub¬ 
stratum or grows up obliquely from it. The group of Calobryaceae, which 
includes Calobryum and Haplomitrium, is however orthotropous; and so 
also are the sexual shoots of some forms and the shoots bearing gemmae. 
Some species of the remarkable genus Riella are also orthotropous, but they 
have only an apparently radial thallus; in reality the thallus is a modifica¬ 
tion of the dorsiventral \ The species of Riella possess a many-layered 
axis bearing a unilateral ‘wing’. In some, for example Riella gallica, 
the axis lies upon the substratum, fastened to it by rhizoids on its under 
side. Such species diverge from the ordinary forms of Hepaticae merely 
in having the wing developed in a profile position, and this is also the case 
if the plant is fastened only at its base. In those species of Riella which 
grow erect the wing is arranged like a spiral stair round the axis. Its 
origin is always unilateral and the subsequent configuration may be attained 
to in one of two ways,—either the wing grows more in length than the 
thickened axis of the thallus, or a torsion of the whole vegetative body 
takes place. In the cases which I have investigated I have only met with 
the first of these, the thallus having a more or less strong undulation 

, See p. ,5, “ See P.-irt I, p. 100. 

’ The plagiotropous growth of most Hepaticae is connected, in my opinion, with their rooting. 
Their unicellular-usually very short—rhizoids cannot serve so well as anchoring organs and as 
absorption organs as the much longer usually pluriccllular rhizoids of the Musci; therefore they 
make any great extension from the substratum disadvantageous. From this point of view the 
possession by the only radi.il Hepaticae, the Calobryaceae, of root-shoots instead of rhuoids is 
DO accidental circumstance* 

< Sec Part I, p. 87 and Fig. 41. 



19 


RELATIOi\'SHlPS OF SYMMETRY 

(Fig. 9), and Trabut * also who examined many living plants found the 
same in' them. On the other hand Leitgeb^ as the result of his study of 

dried specimens, describes a torsion extending over the wingless basal portion 

of the axis, the surface of which he compares with a strongly twisted cord. 
Probably both undulation and torsion occur. At any rate both states have 
the same significance in biological relationship—tliey place the wing not 



Fig. ^ Riellft Clausonis. Upon one side of the axis is 
the wiodinf win? in which the anlheridia arc sunk. If 
?? developed i he wing i s mo re promi nenC Upon the 

utiacr Side large scales containing chlorophyll (leaves) are 
seca, which aielarger in the figure than the wing. Magnified. 



Fig. ta I, Riella Battandieri. Upper part of 
planUet in profile. At a pit inthe w'lng in which 
a now emptied antheridium sat. At 9 an arche- 
gonium surrounded by an envelope, r, vegetative 
point. II. scheme of Riclla. Ill, scheme of one of 
the Marchantiaceae; the thallus seen in transverse 
section. Magnified. 


vertically, but transversely or obliquely to the light falling upon it from 
above. We may find an explanation of the whole process of the formation 
of the wing in the fact that submerged water-plants are sensitive to 
light of strong intensity, and in the case of small creeping forms, or even 
of those growing e rect in shallow water, injury from the light would 

\ espiccs du geore Riella, in ReToe de bolanique, iii (i8oi), p. 

itgeb, Untersachungea uber die Lebennoose, Graz, iv (1879), 75. 
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be obviated by the development of the wing in the vertical plane. 
Larger forms of Riella are able to grow up in deeper waterand they live 
therefore in subdued light which they can use better by the oblique position 
of the wing, and this is attained by undulation or torsion. Leitgeb’s con¬ 
jecture that the germ-plants wind round a support after the manner of 
a twining plant appears to be extremely improbable, because the undulation 
of the wing or the torsion of the whole plant is connected in my opinion 
with the relationship to light and not with the fixation of the plant. 

In other thallose He- 
paticae the ‘wing’ of the 
thallus is spread out flat 
(sec the scheme in Fig. lo, 
HI). The central axis of 
the thallus is usually the 
thickest, and it serves as a 
place of storage of material 
as well as for its conduction; 
and it also acts mechani¬ 
cally as a ‘rib,’which is par¬ 
ticularly prominent in forms 
which possess a wing con¬ 
sisting of one layer of cells; 
Metzgeria and Blyttia for 
example. The thallus of 
Metzgeria and Aneura is a 

FiC. II. Me'xgenA furcata. Apical region of the thallus seen simple Cell-SUrface in the 
from abovethe apical cell; a'to successive seraenta: i.i • -i .i 

pomonofsegment y''devoted to the formation of the midrib; m^to JUVenile Condition; the nb 
m'", marginal cellsof successivegrades; Asnrface-cell ofCrst'mde; _ i _ i . 

c, mncilage-hairs upon the under side of the thallus. After Stras. Only appears at a later 
burger*. MagniGed.^ao. . , j . a ... 

period, and in Aneura it is 
not sharply marked off from the wing. The wing makes an indentation 
at the apex of the thallus in which the vegetative point lies. 

2 . VEGETATIVE POINT AND ARRANGEMENT OF CELLS. 

The arrangement of the cells at the vegetative point has been the 
subject of numerous and thorough investigations; but few facts of importance 
from the point of view of the organography of the Hepaticae have resulted 
from these, and therefore they do not require to be spoken of here in 
any detail. 

The vegetative point of most Hepaticae possesses a distinct apical cell which has 
been recognized by Leitgeb and others even in cases where the apex is occupied by 



' Montagne says that Riella belicophylla grows at a depth of seven decimeters. 
* Strasbarger, Das botanische Practicum, Jena, 1884, Fig. t rs. 
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anumberofcells like one another in form. In such cases, for example in Anihoceros, 
Blasia, Riccia, the apical cell cannot well be distinguished from its segments, and 
one might speak of an apical angle. 

The configuration of the apical cell appears to be constant at corresponding 
stages of development within one genus usually and even within larger groups. 
Thus the Aneureae including Aneura, Metzgeria (Fig. ii), and Hymenophytum 
possess a two-sided wedge-shaped apical cell. But it may change even within one 
genus ' and in the course of development in one plant. It is, for example, two-sided 
and wedge-shaped in the germ-plants of Preissia and Marchantia polymorpha, but 
it is four-sided and pyramidal in the mature plant. The 
interest of this lies in this,—it shows that the form of 
the apical cell stands in relation to the whole vege¬ 
tative body. Forms of thallus which are thin cell-surfaces, 
as in Metzgeria where the midrib alone has many layers 
and in the germ-plants of Marchantia, have a two-sided 
apical cell which gives o/f segments only to the right and to 
the left. Those, on the other hand, which have a massive 
construction throughout have a four-sided or a three-sided 
pyramidal apical cell, which from the beginning gives olT 
segments above and below also. Other factors, however, 
have also an influence. We find, for example, that Aneura pinguis with a thick 
thallus has a two-sided apical cell, and Cyathodium with its very thin thallus has an 
apical cell like Marchantia*. It is evident then that the factor of affinity operates 
also. 



P]G. t2. Riccia Huitans. 
Forked bnincMng ihallus. 
No division of labour between 
the branches. Natural sisc. 
Lehrb. 


3 . DIFFERENTIATION OF ORGANS. 
A. BRANCHING. 


The branching of the thallus takes place partly in the plane of its 
flattening, partly upon its under side. The latter is predominant in 
Hymenophytum and many others; but it is rare elsewhere, for instance in 
the Marchantieae, and in Metzgeria it is limited to the sexual shoots, 
whilst in Pellia and many others it is wanting altogether ^ 

Twigs which are not ventral always proceed from a new apical cell laid down in 
the vicinity of the old one. An actual bipartition of the apical cell so as to produce 
a forking such as the mature condition would suggest does not take place (see 
F«g- 1 5 )- It is characteristic of the branching that a ‘ middle lobe ’ shoots out 
between the two new apices and is the common basis for the wings of the two 
separating lateral shoots (Fig. 14). 


* Pcllia epiphylla differs from P. calycina and Blyttia Lyallii from B. dedpiens in this respect. 
Uitgeb, Uttereuchnngen iiber die Lebennoose, iii (1875), pp. 54, 80; Farmer, Studies in 
nepaucae: On Pallavicuua dedpiens, Mitt., in Annals of Botany, viii (1894). p. 40. 

According to Leitgcb’s figure. v t' “t 

“ Aneura. Why these should be so con- 
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The relationship between the configuration of the thallus and the kind 
and method of construction of the several branchings is of some interest. In 



Fic. 13. Hymenopbywm Phyllanthus, The plant seen from below. The tliaJIns has a midrib and is erown out 
V f stolon-like process. It bears five ventral shoots, and there is the primordium of a sixth at the 

right side of the lower pait of the figure. Two of the shoots which remain very short are female sexual shoots, the 
MaV^fied 5 developed a sporogonium. It, margin of the sexual shoot; J, perichaelium; S, perianth. 

the first place, it may be noted that in many thallose Hepaticae the 
formation of the wing on the thallus may be suppressed over a portion of its 
extent. This is seen at the base of lateral shoots, and also at the point of 



Fic. i4« Aothoceros fimbnatos. Surface view 
poinU, 5 ", between which are the middle lobes which 


of the dividing apical re|i 
later grow out into crested t 


on. There are many vegetative 
structures. Highly magnil 


egeta 

iGed. 


shoots of first order in Hymenophytum (Fig. 13), in Blyttia, and others. It 
also occurs in etiolated shoots of other Hepaticae through the absence 
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t Y hut here it belongs to the normal course of development, inasmuch as 
Ahho’ots which spring from .he ventral side of the thallus are those which 
at first wingless in correspondence with the fact that ,n then- first develop¬ 
mental stages they obtain very little light. We observe then on these shoots 
. division of labour; the wingless portion serves to bring the assimilating 
Dortion into the light. A sharper division of labour occurs when the wingless 
portion serves also as an anchoring organ and as the absorber of nutriment 
from the soil, and thus in a measure corresponds with the root of higher 
plants. The assimilation-shoot has then no hair-roots ; it raises itself above 
the substratum. If we imagine the wingless, apparently cylindric, but 
often somewhat flattened, portion to bore into the soil, and the winged 



portion to raise itself above that and to be endowed with limited growth, 
we obtain a form of thallus which occurs with a varying degree of limitation 
in the cycle of affinity of Blyttia, Symphyogyna, and others. Fig. 16 is an 
illustration of Symphyogyna sinuata in which the winged lobed thallus 
appears*. In it the winged shoots can again decrease at the apex and 
become stolons, but usually they conclude their growth after reaching 
a definite medium size, and then at their base they form a ventral lateral 
shoot which as a stolon continues the growth, subsequently rises above the 
substratum, broadens out, and then again forms a ventral shoot, and so on. 
In Fig. 16 there is a chain of five such generations, forming a sympodial 


* Strasbnrger, Das botanische Practicum, Jena, 1884, Fig. 113. 

* See what i$ said afterwards upon the transition to the formation of leaves, p, 37. 
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rhizome upon which assimilation-shoots stand as apparently lateral structures. 
In foliose forms we find exactly similar features, and the behaviour is 
biologically the same as that exhibited by the sympodial rhizome of species 




FlO. i8. Blyttia decipiens. 1 gathered this \n 
1885 at Nawara Elyia in Ceylon. Ulnstratton of 
(he nabit of a male plant with two qrliodric ventral 
lateral shoots. Magnified 2. 
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of Polygoiiatum. If the assimilation-shoots, which here have limited 
growth, possessed a leaf-like habit, and this would be more marked if they 
branched by repeated forkings, we should have structures like the leaves of 
many ferns'; and, indeed, from the point of view of their function, they 
would be exactly the leaves of a small Hymenophyllum. It is of special 
interest to note that in no fewer than three genera do we find this form of 
the vegetative body—namely, in Symphyogyna (Fig. 17). lilyttia (Fig. 18), 
and Hymenophytum (Fig. 19}. They are, it is true, allied, but each of them 
begins as a creeping, simple thallose form, and independently of the others 
attains the configuration—shall wc call it hymenophylloid ?—depicted above. 


The figures will show how nearly these 
parallel forms correspond outwardly 
with one another, and we can only 
obtain evidence enabling us to say to 
which genus any individual plant be¬ 
longs by an examination of the arrange¬ 
ment of the sexual organs. 



He. ». Aneura bogoiensis. From ilie 
rhuome iodicautl bydouetl shading iht forked 
t ha I Igy branches have shot up. 
roany limes. 



FiC. ^1. Ancura t^riocaulis. Ilabil of ihe 
plant. At ihc bas« * roots.* Thv chicT axis 
ha» br'cn broken off above. Ma^nitied 


In the genus Aneura there are many gradations up to the division of 
labour of the species with richly branched thallus. There are species like 
A. pinguis in which all the vegetative shoots behave alike-, but it is dificrent 
especially in epiphytic species, amongst which is Aneura bogotensis. 
A portion of a ‘ stolon' of this plant is represented in Fig. 20. Its vegetative 
body shows two parts—the one indicated in the figure by dotted shading 
lies on the substratum as a creeping rhizome which is not sympodial, the 

^ Farmer, Studies in Hepaticac: On Pallavicinia decipiens, Milt., in Ann.-ils of ISotany, viii 
0''94). p. 36. 

Those which bear the sexual organs we leave out of consideration here. 
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other consists of a number of dichotomously branched members which 
spring as lateral shoots from the creeping axis, and in a measure perform 
the function of leaves. In Aneura (Pseudoneura) eriocaulis (Fig. 21) we 
find a much higher division of labour. Its chief axis is diflerently con¬ 
structed from the lateral axes, especially the terminal branchings of these, 
here of the third order. These terminal branches have limited growth, are 
organs of assimilation, although some of them also bear reproductive organs, 
and in correspondence with their function they are thin plates thickened only 
in their middle portion. The chief axis, on the other hand, whose function is 
partly a mechanical one, partly that of conveying nourishment *, has almost 
a cylindric outline on cross-section, although there is a slight flattening 
visible upon the upper and the under sides". Whereas in Aneura hymeno- 

phylloides (Fig. 47) and A. 
fucoides stronger mechanical 
claims are made upon the 
chief axis than upon the 
lateral axes, more of its cells 
exhibit thickened walls (Fig. 
22), and the difference be¬ 
tween the two axes is there¬ 
fore greater. In other words, 
starting from a thallus with 




i'lc. 2i. Am'tjra Upper fieure; chief shoot iti 

transverse section. Lower G^rc; latcrA shoot in transverse 
H’ction. Hiiflily magnlGccJ. 


throughout similar branch¬ 
ing (Fig. 12), a progressive 
differentiation into stem and 
leaf appears, and we are 
able clearly to follow its 
evolution. These species of 
Aneura possess also ‘ roots.’ 


There are forms which no longer lie with the whole under-surface upon the 


substratum, but which fasten themselves to it by means of special anchoring- 


organs (Figs. 21, 23). These anchoring organs are distinguished from the 


* See Part 1 , j). 34. 

^ The differences between the chief and lateral shoots in the species of Aneura arc brought about 
through the suppression from the first of the formation of the wing on the chief axis, and through 
the assimilation-shoots in the middle region of the thallus undergoing only few divisions. There are 
of course transitions, that is to say, forms in which the difference between the chief axis and the 
lateral axis is simply one of the greater thickness of the former. Slephani’s statement, in Hedwigia, 
xxii (1893), p. 12, that the thin membranous wing often thickens as it gels older until it becomes 
a stalk with a cylindric cross-section is, so far as I have observed, an error. The same author says 
(Colenso’s New Zealand Ilepaticae, in Journal of the Linnean Society, Botany, xxix (1892), p. 264) 
‘ ill Aneura fucoides, on the contrary, the thickness of the stem, similar to that of our forest trees, 
is continually increasing with advancing age.* Regarding this I may say that I believe a secondary 
growth in thickness in Aneura fucoides like that of tree-stems is entirely out of the question, because 
of the thickness of the peripheral cells. 
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assimilation-shoots by their direction and their configuration. They are 
smaller and He clinging to the substratum. That they are no ucw forma¬ 
tions. but merely transformations of the lower branches of the thallus, is 
proved by our finding not infrequently 
an assimilation-shoot grown out into 
a ‘ root ■ (Fig. 23), and there can be 
no doubt that assimilation-shoots could 
arise upon the' roots,’ although this does 
not usually happen. External influences 
probably determine these changes. Un¬ 
fortunately there has been as yet no 
experimental examination of these 
forms, of which the organs are not so 
sharply limited from one another as 
they are in the higher plants, and the 
culture of such plants in Botanic Gar¬ 
dens would be of great interest. 

The higher difierentiation of the 
vegetative body with which we have 
hitherto dealt has arisen through 
differences in the construction of the branches of the thallus; but this is 
not the only path along which the higher differentiation has been reached. 
A second way is that of the appendages of the thallus. 



Fig. Aneura fucol<}c«. part of a plant. 

A lateral shoot has become transformed into an 
anchofinr or^an: it lie* in close contact with the 
surface of the leaf of one of the Speniiophyta; on 
the branches below it the apices have clonf^ted into 
* roots.' Magnifird. 


B. APPENDAGES. 


1. Mucilage-hairs. Scales. 


Wc find appendages in the lowest members of the Hepaticae taking the 
form only of hair-likc bodies secreting mucilage which surround the vege¬ 
tative point and often arise in definite order (see Figs. 11,15). and ought to be 
considered as protective organs to the vegetative point. Such mucilage-hairs 
are wanting in the Anthoccrotcac. where the vegetative point is nevertheless 
always covered with a thick pellicle of mucilage because mucilage-slits, 
another form of mucilage-organ, arc present; secretion of mucilage is absent 
rom the Riccieae, from many Marchanticac, and perhaps also from Riella, 
and Its absence in the last-mentioned plant is the more striking because 
water-plants so commonly protect their young parts by copious secretion of 
mucilage . The secretion of mucilage by most of the Hepaticae which live 
on moist spots serves not only as a means of protection against drou-ht but 


placM upon tho thnilns of Riella hcLphylh. 
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also and specially against water. A similar protection, as will be explained 
presently, is given to the growing sporogonia by envelopes of dififerent kinds. 
Mucilage-organs are also found in the foliose Hepaticae, in exceptional 
amount in Anomoclada mucosa ^ which is covered with a thick envelope of 
mucilage. Mucilage-organs may appear also in the thallose Hepaticae in 
the guise of simple papillae. These appendicular organs of the thallus 
deserve mention here, the more because their biological significance has 
hitherto received little notice, although the relationships between configura¬ 
tion and function are extremely evident. The series of the Marchantiaceae, 
of which we shall presently speak, supplies us with instructive illustrations. 

All thallose Jungerman- 
niaceae and Marchantieae 
have at first appendicular 
organs for the protection 
of the vegetative point. 
Leitgeb’s statement that 
they are wanting in Mo- 
noclea is an error (see 
Fig. 4, III), the result of 
the examination of un¬ 
favourable material. In 
Riccia crystalJina- which, 
according to Leitgeb,pos¬ 
sesses no scales, I found 
them as very delicate 
structures, but perhaps 
there are some forms of 
this species where the 
scales are wanting, be¬ 
cause an observer like Leitgeb would scarcely have overlooked them 
were they present. 

JUNGERMANNIACEAE. Mucilage-papillae are of common occurrence 
in this group. In Blyttia and Morkia they are upon both sides of the thallus, 
in Metzgeria only upon the under side. They are simple and club-shaped in 
Metzgeria and Aneura, or the mucilage-secreting cell stands at the end of a 
cell-row as in Morkia (Fig. 25, i), and this gives us a transition to the scales. 
These mucilage-organs arise in a definite order, for example, in Metzgeria. 

Blasia. The relationships in Blasia are somewhat peculiar and com¬ 
plex. Besides the lateral leaves ^ which are inserted horizontally we find 

' See Spruce, Hepaticae amazonicac et andinae, in Transactions of the Botanical Society 

Edinburgh, xv (1884), p. 407. , 

> I am indebted to Dr. Levier of Florence for the specimens of this species as well as ot ma y 

other interesting Hepaticae. * P* 37 ' 


% 
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Fjc. 7^. Blasia pnsilla. l, vegetative point in tongitadinal section; 
tf, ainphigastrium with mueilagc-papilUf <; o, lcar>auricle with outer 
pMpilla, aa well as inner papilla, ipapilla of the upper side of the 
thallus. n, similar section through a younger amphigasirium. Letter- 
irig the same. lll» young leaf-auricIc seen fiom above. After Leitgeb. 



appendages of the THALLUS. MUCILAGE-HAIRS. SCALES 29 

1. Mucihi^i'-hairs: simple papillae springing out of the upper and the 

under side of the thallus (Fig. 24.1, 00). 

2. Amphigastria-. scales containing chlorophyll and standing upon 

the under side of the thallus with their under edge growing downwards 
beyond the point of insertion (Fig. 24, 1, «): also half-shicld-likc scales 
which arc arranged in two longitudinal rows in such a manner that usually 
an amphigastrium corresponds to one lateral scale. Each amphigastrium 
bears also originally at its apex a mucilage-papilla (Fig. 24, i, e). which is 
displaced subsequently to one side, as it is in many hlarchantiaceae. 

3. Lcaf-auridcs : spherical bodies (Fig. 24, III) formed by the incurving 
of a cell-surface rising above the surface of the thallus and then coming 
into contact again with it (Fig. 24, I, 0). They are usually infested by 
a nostoc. They form mucilage, having in their interior a mucilage-papilla 
(Fig. 24, I, /), and another near the aperture leading into their cavity 
(Fig. 24, I,/). 

One might describe the development of these different appendicular 
organs of Blasia by saying that they all proceed from mucilage-hairs. The 
scales would arise by the supporting cells of definite mucilage-papillae 
growing out and thus bringing these still nearer to the apex of the thallus, 
as happens also in Sphaerocarpus, Morkia and others where the mucilage- 
papillae are borne upon cell-rows. Individual scales would then be trans¬ 
formed into leaf-auricles, perhaps primarily in consequence of external 
stimuli. W^e cannot at present say for what reason so richly membered an 
apparatus for the protection of the vegetative point has been produced in 
Blasia. 

M.\kCiiANTiACE.\t. The formation of scales in Blasia may lead us 
on to the scries of the RIarchantiaceac in which we find the vegetative point 
almost exclusively protected by scales which appear in very different 
number and configuration. 

Riccieae. The formation of mucilage is unknown in any Riccia, and 
it occurs but seldom in the Marchantieac. In Riccia the scales do not lie 
over the vegetative point but they only lean upon its outside. A longitu¬ 
dinal section therefore of the apex of Riccia exhibits an appearance different 
from that of the apex of Marchantia. The reason for this is that the vege¬ 
tative point of the Riccieae lies in a cleft formed by the protuberant lateral 
portion of the thallus, and this needs to be closed by the scales only upon 
one side ; the surfaces of the protuberant lateral portions of the thallus are 
often so closely apposed that their cells are interlocked. 

M.Kt of the Riccieae have oniy one row of scaies' standing in the 
tniddie line of the thalius, and these, except in Riccia fluitans, subsequently 
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become torn, and protection of the vegetative point against drought is 
effected by the air which is held between them, and the entrance of water is 
also thus prevented. In Riccia lamellosa the scales reach far beyond the 
lateral edges of the thailus; they are indented in the middle, which may 
perhaps be recognized as the first indication of the appearance of more than 
one row of scales; certainly it is an indication of fission. In Oxymitra 
pyramidata we find two rows of scales which, as is shown in Fig. 25, iv, 
form an extremely dense plug to the apical cleft by their interlocking one 
with the other. As this is a genus of drier habitats than the other 



Fic.* 5 . I, MCrkU. Cell-row with 4 maciUge-papilla.M its apex » 
cell-rows correspoodine (o scales. IV, Oiymitra pyramidata. Surface view. Narrow slit above the vegeutive 
point V practicaljy closed to tbe oouide by (be interlocking of scales. 


Riccieae we can easily understand that the vegetative point requires more 
special protection. The features of Riccia natans will be described after the 

scales of the aquatic forms are described. 

Marchantieae. The Marchantieae, including Corsinia, are distinguished 
by having their vegetative point in a flat depression over which the scales 
bend (Fig. 26); it is not in a narrow cleft as in the Riccieae. Cyathodium, 
a genus which inhabits very feebly illuminated spots, has cell-rows instead 
of scales (Fig. 25, II, ill), evidently because an elaborate protection of the 
apex is superfluous; the germ-plants of Marchantia have a like arrange¬ 
ment. The scales in Marchantia and other genera stand immediately 
behind the vegeUtive apex. The tip of the young scale takes the form of 
a club-like hair, which in Targionia, Sauteria, and Dumortiera remains 
inserted upon the edge of the scale usually at the apex of a lobe-hke 
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projection. In others, again, there is formed upon the under side of the 
scale at its base before the construction of its apical papilla is completed an 
outgrowth which soon overtops the papilla and pushes it to the upper side, 
in the same way as the mucilage-papilla of the amphigastrium of Blasia * 
is displaced. This outgrowth, consisting at first of a single cell, becomes a 
cell-surface and may be called the apical appendage, and it shows beautifully 
how its form is conditioned by its function. In Fig. 27 we have an illustra¬ 
tion of the under side of the thallus of Marchantia chcnopoda. It bears 
two rows of scales, the majority of which still possess the apical appendage 



I 


FtC. Plaffiochtima Aitonia. Male 
plants with five antheridiaJ groups, seen from 
above. The scales upoo the unuer side h^od 
over the vegetative point. The yononr 
antberidial groups are nrotected also by 
overlapping sea lea which form their periebae- 
tiooL Magnified S. 



^7* Marchantia chenopoda. An Andine species. Apex 
of the thallus seen from below. There are two rows of scales. 
Towards the upper left side of the figure an additional one is 
visible. Each scale has an apical appendage which originally 
anhed^^er the vegetative point and subsequently falls avvay« 


which is sharply marked off from the broad scale, is darker in colour than it, 
and has at its base a constriction at which its edges are bent downwards. 
TAts cofistriction corresponds exactly to the width of the apical depression. 
Over the apex these apical append^es alone are bent, and they lie upon it 
hke the leaves of a book ; subsequently they are displaced to the under side 
of the thaUus and then readily fall off. They have now become functionless, 
their work has been done; but this is not the case with the scales. These have 
still an imporUnt duty. The scales lying upon the midrib form a canal within 
Which the tufts of rhizoids run to penetrate the soil further back under the 


* See p. 29. 
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thallus. The tufts of rhizoids are protected from loss of water by the scales, 
and are held together by them so that where they occur in great masses, as 
in xerophilous forms, they make wick-like strands and the water then does 
not pass merely into the lumen of the rhizoid but passes upwards between 
the rhizoids by capillarity. This relationship of the scales to the rhizoids is 
particularly striking in Marchantia polymorpha and other species in which 
there are not only scales in two rows approaching the midrib, but also over 



Fic. 2H. Marcbanlia polymorpha. ThaJlu» seen 
from tho un<)er side. A oensestrand of rhizoids lies 
along the midrib and the strands of rhizoids which 
arise under the outer scales unite with this. Single 
free rhizoids spring out also from the thallus. 
MagoiGed about 5. 


the surface of the thallus. It will 
not be superfluous to say a word here 
regarding these relationships. 

Marchantia polymorpha has been 
figured and described times without 
number, but the distribution of the rhi¬ 
zoids has not attracted much attention. 
We can recognize three series of scales in 
Marchantia polymorpha (Fig. 28). The 
nudian scales, which are provided 
with apical appendages like those repre¬ 
sented in Fig. 27; marginal scales, 
which partially project over the edge 
of the thallus; and between these 
there stand scales which we may call 
intermediate scales. Underneath the 
median scales there runs a strand of 
rhizoids, the chief strand. Rhizoids 
also spring out both below and from 
the marginal and intermediate scales, 
wend their way united in thinner 
strands to the median scale, and there 
join on to the chief strand. It thus 
comes about that a series of strands is 
developed which we may compare with 
a system of irrigation. The lateral 
strands serve to conduct water to the 
marginal parts of the thallus. The 


scales at this point are chiefly organs of protection and direction to the 
rhizoid-strands, they are no longer protective organs for the vegetative 
point. Marchantia lamellosa, which inhabits the higher parts of the Northern 
Andes, has many more scales than M. polymorpha. This plant, notwith¬ 
standing that it lives upon a moist soil, has a xerophilous character, and the 
thick covering of scales upon the under side of the thallus between which 
the numerous strands of rhizoids run assures a sufficient supply of water 
even if the transpiration be profuse. It is further clear that the scales 
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themselves standing close together will retain water by capillarity, as 
happens in Aneura endiviaefolia and other species h 

Dumortiera. This genus has experienced a reduction in its anatomical 
structure, which is connected with its hygrophilous character - ; it is found 
growing upon moist places, under the spray of waterfalls, or upon the banks 
of streams. In Dumortiera hirsuta, for example, the scales are represented 
by a few ridges upon the thallus, and can serve as no protection to the 
rhizoid. There is along the midrib of the thallus a strand of very thin 



"*‘*Ki*' * thallus which has recently forked seen in transverse section. Large inter- 

TK t f "P®" *'* vegetative point in three 

ron-s. The scale* of each lateral row overlap later those of the middle one. 


rhizoids, but the remarkable arrangements of Marchantia polymorpha are 
not found here. 

We observe then that the configuration of the scales, and no less their 
number, stand in the closest relationship to the conditions of life, and of 
course also to the mass of the thallus. The narrow forms of Riccieae have 
one row of scales, the broad Riccia natans has man)' rows (Fig. 29). The 

' See p. 53. 

* Goebel, Pflanienbiologische Schilderungen, ii (1893), p. 2*3. 
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narrower species of Marchantia have two rows of scales, the broad Mar- 
chantia polymorpha has many rows. Originally developed as protective 
organs to the vegetative point the scales when they are produced in numbers 
find their function in connexion with the supply of water ; they form cavities 
within which the strands of rhizoids run in the manner already described in 
the case of Marchantia polymorpha and others. We shall see afterwards 
that between the scales on the rays of the anthcridiophore in Marchantia 
run strands of rhizoids to conduct water. 

It is probable that these scales took origin out of cell-rows. The case 
of Cyathodium' indicates this as well as that of Corsinia in which the 
ventral scales possess a terminal process—the oldest part of the scale— 
consisting of a cell-row. In Hepaticae, such as Sphaerocarpus and Riella '”, 
which possess no elaters, we observe the same course of development. 
Sphaerocarpus possesses mucilage-papillae borne upon a cell-row. We find 
in place of these in Riella complete leaf-like scales, containing chlorophyll, 
which no longer serve merely as protective organs for the vegetative point, 
but are also assimilation-organs (Fig. 9). This no doubt is connected on 
the one hand with the direction of the thallus which exposes the scales to 
illumination, and on the other hand with the influence of the aquatic life. 
That the latter has an effect is shown by Riccia natans, the large water-form 
of which has strongly developed ventral scales which contain chlorophyll. 
These scales have here evidently the same biological significance as the 
water-leaves of Salvinia, they increase the surface by which water is 
absorbed; they give the floating plant more stability; they protect it by 
their secretions against the attacks of water-animals ; and further, on account 
of the chlorophyll which they possess, they co-operate in assimilation. They 
are much less developed in the land-form, and are present in it usually 
as protective organs to the vegetative point only. In the water-form they 
construct in front of the vegetative point a tuft which encloses air, and thus 
prevents the water from touching the apical region. Riccia fluitans (Fig. 12}, 
on the other hand, which also lives in water, has scales which are not endowed 
with any new function, and are, as in the land-form of Riccia natans, only 
protective organs; and this is so apparently because this species is more 
adapted to submerged life, as its anatomical structure indicates, and its 
delicate, richly-branched thallus can take up water through its whole surface; 
whilst Riccia natans, which swims on the surface of the water, takes up 
water through the scales. There is an interesting parallel in the behaviour 
of the ventral scales in Riccia natans and in Riella, and these scales may be 
designated leaves^. 


‘ See p. 30, . j 

* These are in my opinion the lowest members in the series of Marchantiaceae, and approacn 

Monoclea io some pouts. 

’ See p. 35. 
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2 . Leaves. 

Another series of appendicular organs includes those which in configu¬ 
ration and origin so much resemble the leaves of the foliose Hepaticae that 
we may designate them also leaves. We term these appendicular organs 
leaves if they are laid down in definite regular succession at the vegetative 
point and conform in configuration and function with the leaves of forms in 
which such organs have from the very oldest times been spoken of as 
leaves'. The formation of leaves in the Hepaticae has arisen in a large 
number of series independently one of the other, and this is characteristic. 
The so-called ‘ foliose’ forms, in the narrower sense of the acrogynous ones, 
constitute ow\y one of these series, and besides those amongst the Junger- 
manniaceae there are many others. If we leave out of consideration the 
ventral scales of Marchantieae and Riella described above—but as I have 
said we may always call them leaves in Riccia natans and Riella*—the 
series of Marchantiaceae alone, so far as we know, is wanting in the forma¬ 
tion of leaves. 

(rt) LEAVES OF THALLOSE FORMS. 


Anthoceros. There are a few cases of a like want of leaves amongst the 
Anthoceroteae, but these are not quite complete. In the genus Anthoceros 
itself we find leaf-like appendages in A. fimbriatus (Fig. 50), a species I found 
upon the Cordilleras of Merida. The one-layered crested appendages of the 
many-layered thallus arc in this species really produced by the middle lobes 
which arise in the course of branching (see Fig. 14). There is a frequent 
division of the vegetative point with which is associated a corresponding 
formation of branches. Many of the vegetative points which are thus 
formed are arrested in development, and their apical cell loses its rich 
protoplasmic content and takes no further share in growth ; but the middle 
lobes increase and become crested appendages, which will be mentioned 
again when I refer to the absorption of water 3 . 


Dendroceros. Some species of Dendroceros show, in addition to the 
leaves, other structures which are also connected with the supply of water. 
I have examined Dendroceros foliatus, a species described by Spruce \ 

Organs and Division of Labour,’ Part I, pp. ji.40. Many 
s^tematisls who have studied the Hepaticae have raised objections to the use of the Lm Meaves ’ for 

;w'b“‘- o>h=-.. t :..iea,cS 

Sp!ovS of the thallus. But as Uitgeb has'‘shZ‘ In SiaTnd 

of C.lob.y«„e 'bond-lob... ““ ““ "" 

* See p. 3^ 

orib, Lt'£.td..yof Edinborgb, 
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The plant (Fig. 51) possesses a number of relatively large hood-like forma¬ 
tions, of which we can distinguish two kinds; one (Fig, 30, M) corresponding 


Fig. ftO* Dendroccros foliatos. Apex of d (hallas; M middle lobe$ of different on the one to the left the 
formation of holes is seen on the upper right portion. Besides these the somewhat obli4ae hoods/the leaves^' 
appear as lateral shoots on the vegetative point. Magnified. 

with the middle lobe developed by branching is recognizable by its deep 
emargination which indicates the beginning of a splitting; the other, in the 

form of a simple hood, arises as an independent 
outgrowth at the vegetative point and becomes 
hollowed at a subsequent period upon its 
under side. These ‘ leaves ’ are not attached 
to the midrib, but are bound to one another 


Fig. 11. Blyttia loogispnna. Ajkx of 
the thallus. On the edges the first lodica* 
lions of leaves are seen ascelUrows below 
the fallow indentations. Magnified S. 


FlG. 3 >. Syrophyogyna Brogniartii (Amphibiophytom dioicu^ 
H. Karsten). A plant with two unripe sporogonia stiU cnclosea 
in their calyptra. 


y the very slight wing-Hke part of the thallus. Dendroceros inflatus ^ and 
). crispus show in their laminar folds an approach to the formation of leaves, 

• G. Karsten, Morphologischc imd biologische Untersudmngen Uber cioige Epiphylenfonnen der 
[olukkeni id Annalcs du Jardin botaiiiqae de Buitenzofg, xii (1895), p. 125. 
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if these laminar folds were flat they would be like the leaves of Hlasia. From 
a biological point of view their origin is easily understood. Leaves with a 
horizontal insertion, such as we meet with in different Jungermanniaceae, 
link on to them. 

We have nc.xt to consider the features in the cycle of affinity of Blyttia 
and Symphyogyiia. 

Blyttia. Most of the species of Blyttia possess an unsegmented thallus 
(see Fig. 90). Blyttia longispina (Fig. 31) has appendicular organs in the 
form of cell-threads, which lie directed partly upwards, partly downwards, 
about the vegetative point, and so form a kind of protection. They some¬ 
times also appear upon teeth which project from the edge of the thallus. 
These arc more prominent in other species. 

Symphyogyna. The plant represented in Fig. 16 has a thallus with 
evident segmentation into separate leaf-like lobes, and the segmentation 


may cease, and the thallus can, as the figure 
shows, grow on with an entire edge. The seg¬ 
mentation to form ‘ leaves ’ is more marked in 
Symphyogyna Brogniartii (Fig. 32). It reaches 
here almost to the midrib. The leaves approach 
the horizontal, are one-layered, and end in a short 
papilla, or a cell-row of two cells. They arise 
like the teeth already mentioned in regular 
progressive serial succession from the segments 
of the apical cell at the vegetative point*. 
Here also the formation of leaf may cease upon 
young shoots; and in all these cases it is evi¬ 
dently not yet fixed. The chief point is that 



the sproutings are laid down in regular succession at the vegetative point. 
Whether they are to be regarded as separate leaves or as small appendages 
depends upon their own growth and that of the axis of the thallus ; accord¬ 
ing to the strength of the one or the other of these there appears at the 
vegetative point, in essentially similar primordia, a leafy stem or a thallus 
with appendages like that depicted above in Blyttia longispina. 

Blasia. This and its nearly allied genus Cavicularia possess horizon¬ 
tally inserted lateral leaves, and these in Blasia (Fig. 33) are not sharply seg¬ 
mented from the flat portion which corresponds with the shoot-axis of otht 
Hep^icae; usually the formation of leaves appears in slender plantlets 

th.ii the formation of leaves possesses over the unsegmented 

thallus is apparent even in forms provided with horizontal leaL- the 
development of leaves inserted obliquely or transversely to the long axis 
of a shoot provides fo^ protection of the vegetative point by the forma- 

: (.%), p. p. 
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tion of an actual bud, which must of course be a very incomplete one when 
the leaves have an insertion parallel with the stem-axis; and, besides, the 
leaves are able also to retain water, and then the regular appearance of 
a number of sharply limited organs makes possible their adaptation to definite 
functions. 

The foliose Hcpaticae includes both anacrogynous and acrogynous 
forms. 

(^) LEAVES AND SHOOTS OF ANACROGYNOUS FOLIOSE FORMS. 

These forms belong to the cycle of affinity of the thallose group and 
call for attention first. 

Possombronia. The species of this genus {Fig. 34) possess two rows of 
obliquely placed lateral leaves which give the plant a crested aspect and 



Fig. 34. Foi^mbronla luberifera, Goebel. Lateral view of a distkhonsly leaved plant In frqcti6catioft. The 
sporoponium is surrounded by a bcll-^aped envelope. The point of the plant begins to penetrate the ground where 
it would develop into a new tuber. Magnified 18. 

favour greatly the retention of water. The shoot-axis has a two-sided 
apical cell and is much flattened upon the upper side. Upon its ventral side, 
which the edges of the leaves scarcely overlap, club-shaped mucilage-papillae 
occur which frequently in consequence of the growth and division of their 
supporting cells come to stand upon the summit of a leaf-like scale; this 
process is interesting because it furnishes a support to the suggestion given 
above in regard to the origin of the amphigastria of Bla.sia and other forms. 
Upon the dorsal side the edges of the leaves overlap almost to the middle, 

and here are found the sexual organs. 

Androcryphia and PetalophyUum. In Androcryphia and Petalophyl- 
lum the formation of the leaves is similar, the apical cell is, however, 
a three-sided pyramid, as in the acrogynous forms. The leaves overlap the 
dorsal side to a very slight extent. Mucilage-papillae occur upon the under 
side in Androcryphia. 
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Treubia. The largest of all the Hcpaticae in this cycle of affinity is 
Treubia insignis, a species found by me in Java. In it there are two rows 
of targe lateral leaves; the under side has no trace of appendages; the 
shoot-axis is not visible usually between the leaves, only on young and 
delicate examples arc there internodcs (I-ig. 35, lower portion). The leaves 
which are over one centimeter long, arc nearly horizontal, and arc many¬ 
layered at the base, but onc-laycred higher up; the fore edge of the leaves 
is inserted deeper than the hinder edge, and 
when the position of the leaves is very close 
the hinder edge of each younger leaf covers 
the fore edge of the next older. The leaves 
are therefore succuboush Upon the dorsal 
surface of the stem there arc two rows of scales 
beside the leaves and surrounding the insertion 
of each, and their posterior part forms a zigzag 
comb (Fig. 36). They cover the sexual organs 
and the gemmae where these exist, and con¬ 
tribute also to the protection of the vegetative 
point which, however, is also enveloped in 
mucilage. The mucilage is derived from 
mucilage-papillae, which stand upon a wing- 
like growth on the under edge of the leaf, and 
thus replace or render superfluous the central 
mucilage-papillae which arc found in other 
Hcpaticae % 

CalobryaceaeThe Calobrj accac is the 
only group of Hcpaticae in which orthotropous 
shoots occur; it has perhaps some affinity with 
Treubia. Fig. 37 shows the habit of Calobryum. Tristichous leafy shoots are 
borne upon a sympodial rhizome. The leaves, like those of Treubia, are many- 

* Slephani (Treubia insignU, Goebel, in Hedwigia, x.xx (1891), p. 191) has made a number of 
siatements which are not altogether in consonance wiih the developmental history of Treubia insignis. 
As our Fig. 35 shows, it is inconecl to say that ‘the overlapping etiges of two neighbouring leaves 
spring from one point.’ The arrangement is, as I have satUfied myself by a renewed investigation, 
that the anunor edge of each leaf lies ikefer than the posterior of the next younger. These are 
actual succubous leaves; they are not what Stephani calls them ■ frond-lobes.’ Slephani also mis¬ 
quotes when he says ‘ Goebel describes the midrib as cylindric in transverse section.’ What I said 
was the stem does not usually show between the leaves, but on young and feeble examples, as well 

V ‘'"‘f ■ conspicuous intemodes. and here the stem has an outline 

the cylmdnc ; and what 1 have said is correct. Stephani is also incorrect in what he 
about the dorsal scales. These are found here and there whL there are no sextl o^a^s a! 

LliVxr ^ of Ws definition of the notion 

The for"f,r n f T acrogynous forms. This is inadmissible 


Fig. \5. Trpubia Goebel. 

Young pbnt sixo from above. The leaves 
are not numbered according to age. The 
hinder cii}>e of leaf 2 evidently embraces 
the point of inieriion of the fore etlge of 
leaf V Beside and near the fore edge of 
each leaf stands a &cale whose insertion is 
prolonged cre>lwi>c backwards. Coder 
the scales stand the sexual organs if these 
are present. At the base of the shoot 
where the leaves are smaller the crest is 
lrs> visible. The stem upon which the 
scales aic inserted is quite evident. 
Magnified i}. 
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layered, and like them also bear mucilagc-papillac. Such papillae are, 
however, also found upon the cylindric shoot-axis. The Calobryaceae ex- 



FtC. 36. Tr^ubia in&ignis, Goebel. A plant seen from above. Natural siae. It bears a sporogonium which is 

shown somewhat smaller than natural sise. 

hibit the highest stage of development of the anacrogynous Hepaticae, inas¬ 
much as the shoots which bear the sexual organs possess terminal antheridia 

and archegonia, to which I shall refer when I 
speak of the position of sexual organs generally. 
Further, the cylindric shoot-axis is sharply de¬ 
marcated from the transversely inserted leaves, 
and there is throughout a typical leafy shoot. It 
is interesting to note that occasionally anisophyl- 
lous shoots appear. The leaves of one lateral row 
have one side smaller than the other, and may 
indeed occasionally almost entirely abort, whilst 
the leaves in the other two rows have an oblique 
not transverse insertion. The importance of this 
case lies in its features being determined by 
external factors, and therefore showing that this 
construction of the leaves, which is the dominant 
one in the acrogynous foliose Hepaticae, may be 
reached experimentally *. 

(r) LEAVES AND SHOOTS OF ACROGYNOUS FOLIOSE FORMS. 

In this group we have growth usually from a three-sided apical celP, 
which gives rise to a typical tristichous leafy stem, but the ventral row of 

here shown that Calobryum, which until now has been considered to be quite unique, should be 
united in one group with Haplomitrium, and I have called the group Calobryaceae. Schiffncr s 
(Hepaticae, in Engler and Prantl, Die natiirlichen Pflanzenfamilien, 1893, p. 60) alteration of the 

name lo Haplomitrioideae is quite arbitrary. , ^4. • • k 

' See Part I, p. joj. Also Goebel, Morphologische und biologischc Studien: IV. Uber javamsche 

Lebermoose: a, Calobryum Blumii, Nees, in Annales du Jardin botaniqne de Bnitenzorg. ix (1891), 

* SeePartI, p. 101. 



Fig. 37. Calobryum Blumir, Nees. 
Habit or a female plant. Hi, Hu. Hiir. 
stolons united into a sympodial 
chain and serving as roots; l. li, 
111, their folia£e*^oota; H, acces¬ 
sed stolons. Natural sixe. 
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leaves consists of the amphigastria. which are smaller than the leaves of the 
two lateral rows, and this is connected with the fact that only plagiotropous 
shoots occur in the vegetative region, with the exception of shoots which 
produce gemmae. The amphigastria arc sometimes reduced to h^ir-likc 
structures or are entirely wanting, as in jungermannia bicuspidata, although 
there they occasionally if seldom appear. These features are entirely ex¬ 
cluded in the case of Physiotium (Fig. 57. t)- ''i "h'ch the shoot-axis has 
a two-sided apical cell from which segments are cut off giving rise to lateral 
leaves*. On the orthotropous sexual shoots the amphigastria appear, 
although they may be wanting on the vegetative shoots, and the presence 
of a similar character upon the orthotropous shoots which bear gemmae in 
Calypogeia has been already pointed out -. 

In most members of this group the leaves are one-layered, but many- 
layered leaves are found in Gottschea pachyphylla, and a few others in 
which this character has probably the same significance as the succulence 
of the leaves of higher plants. There is commonly no midrib. Where a 
trace of this exists, as in Frullania Tamarisci, it is composed of cells with 
peculiar content different from that of the other cells of the leaf, and due 
perhaps to the accumulation of oil-bodies. This requires further investiga¬ 
tion. An indication of a many-layered rib is found in Scapania, species of 
Plagiochila, and in Jungermannia albicans 

The early appearance in many forms of a division of the leaf into halves 
is very characteristic, but this often disappears as the plant grows; its occur¬ 
rence precludes the apical growth which occurs in the leaves of the Musci. 
In consequence of it the mature lateral leaves of many Jungermannieae arc 
two-lobed and possess an upper lobe and an under lobe which are frequently 
very different in form and size. This is never seen in the amphigastria. 
This bipartition distinguishes the leaves of the acrogynous species from 
those of the anacrc^ynous ones. The outgrowths which, in the form of 
lamellae, papillae, and so forth, are frequently found upon the leaves, will 

be spoken of when 1 discuss the arrangements for the taking up of 
water. 

It has been already shown* that in many forms there is a displacement 
which may go so far that the leaves appear to have a horizontal insertion. 
This is by no means generally the case. Where no leaf-surface is formed, 
but the leaf consists merely of cell-rows, as in Jungermannia trichophylla, 
Lepidozia bicruris. Arachniopsis, there is no displacement. From this we 
may conclude that the displacement is connected with the obtaining of 


* Sec Pan I, p. 102. 

• £ plrt I; p. 7 or‘" Muscinees. These, Rennes. 1893. 
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a favourable surface of assimilation, and it may be directly brought about 
by light, as it is in Jungeimannia bicuspidataor it may be inherited. 

Concrescence of the leaves, cither of the two upon the upper side, or 
of these with the corresponding amphigastrium, is met with in Plagiochila 
connexa and P. conjugata, species of Chiloscyphus and others, but we are 
unable at present to give any biological explanation of it. 

Eeversion to thallus-form. Some leafy Jungerniaiinicae exhibit the 

remarkable feature of a 
reversion of their vegeta¬ 
tive bodies in some degree 
to the form of a thallus. 
Ccphalozia (Pteropsiella) 
frondiformis shows this. 
The vegetative body of 
this plant is, as its specific 
name implies, a flat band¬ 
like thallus from which 
leafy shoots bearing the 
sexual organs spring ; but 
the apparent thallus is a 
leafy shoot, the horizon¬ 
tally-placed leaves of 
which have united with 
one another, or, which 
comes to the same thing, 
stand upon a wing-like 
outgrowth of the stem 
Transition-forms from the 
thallus to the leafy stem 
also occur. Zoopsis,which 
is a sub-genus of Cepha- 
lozia, shows similar fea¬ 
tures (sec Fig. 97). Its 
leaves are small appen¬ 
dages of the stem, and the flattened large-celled dorsal surface of the stem 
does the work of assimilation: but at the vegetative point the same relation¬ 
ships are found as occur in other foliose forms, and the .sexual shoots have 
well-developed leaves. 

Flagella. The reduction of the leaves on shoots which are constructed as 
flagella, and as stolons or rhizomes, comes about in another way. Flagella 

' Goebel, Uber JuKendformen von Pdanzen und deren kiinstliAe W iedcrliervomifung, in Sitzungs- 
berichte dcr bayerischen Akadeinic, xxn (1896). 

* Goebel, Archegoniatenstiidien: III. Ober nidimcntarc Lebennoose, in Flora, Ixxvii (1893)1 p-83. 
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Fig. 38. Lepicoka cavifolfa. A plant seen from below. The lateral 
branches have grown out into llagelta which are clatl with reduced 
leaves. Magnified 3, 


43 


FLAGELLA. LONG SHOOTS AND SHORT SHOOTS 

are shoots with thin long axes and reduced leaves. Lepicolea (Fig. 3 «) 
amongst others commonly has lateral shoots developing into flagella. 
These are usually richly provided with rhizoids. and apparently serve as 
a fixing-apparatus like the anchoring-organs in some species of Aneura . 
In Mastigobryum these flagella arise ventrally. The shoots in this species 
do not cling to the substratum but rise obliquely from it, and the flagella 
have exactly the function of the rhizophores in Selaginclla. They conduct 
water and the substances dissolved in it from the substratum to the plant, 
and like rhizophores they 
may be caused to de¬ 
velop as leafy shoots. 

Lembidium dendroideum 
(Fig. 39) has an oblique 
ascending shoot-system 
which develops no rhi- 
zoids. These are found 
upon shoots, bearing re¬ 
duced leaves, which bore 
into the substratum, and 
penetrate it in all direc¬ 
tions, being externally 
quite root-like. In many 
species of Plagiochila 
and Bryopteris (Fig. 40) 
the shoots in their lower 
part cling to the sub¬ 
stratum, and raise them¬ 
selves up as free struc¬ 
tures in their upper part. 

What outer factors in¬ 
fluence the development 
of these forms of shoots 
we do not yet know. 

Long shoots and 

short shoots. Of other kinds of division of labour among the branches of 
one shoot-system, apart from the supporters of the sexual organs, that of 
long shoots and short shoots, which as is known also occurs in the thal- 
lose forms, must be mentioned. It is very distinct in Bryopteris filicina 
(Fig. 40). 

Tubers. The formation of tubers which takes place in some of the 
thallose Hepaticae, is unknown as yet in the foliose acrogynous forms (see 
however. Fig. 39,5). ' ’ 



Fio. 39. Lembidium dendroideum. An i<olate<l plant. The aerial 
shoot-system ascends obliquely with inenneej ends. W, antheridial branches 
at the base of the shoot-system. Koot like sublemnean shooU pass down- 
wards on oneof xvhich is a tuber, A The oldest aerial shoot is the broken 
stump on the right. Magnified 4. 


^ See p. 26* 
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Branchiog and the leaves. There remains to mention relationships of 
the branching to the leaves. In no case is branching axillary. The branches 
are either lateral or ventral, in correspondence with the dorsiventral character 
of the foliose Jungermannieae, just as in the thallose usually dorsiventral 
forms. In Anomoclada alone do the branches appear upon the dorsal side 
of the shoots, and the branching in this genus requires further investigation. 
In the lateral branching the formation of the branch takes place partly 



at the cost of one 
lateral leaf. A leaf, of 
say Frullania dilatata, 
from whose base a 
lateral shoot springs, 
wants its auricle, and 
in place of it there 
is the shoot. Whilst 
usually the whole lat¬ 
eral segment of the 
apical cell is claimed 
for the formation of 
the leaf, occasionally 
a few of the cells 
being devoted to the 
construction of a free 
stem-surface, here in 
the case of the branch¬ 
ing the ventral portion 
of the segment is de¬ 
voted to the making 
of a branch, and the 
upper part of it only 
is left for the leaf. 
Different in degree 


Fig. 40. Bryopteris ijlicina. Habit The shoot branches in one plane. At 
the base arc stolons with reduced leaves which can ^ve rise to new shoot- 
systems and at the same time help io anchoring the plant. Magnified 4. 


only is the laying 
down of the primor- 


dium of the branch in the basiscopic basilar portion of the segment, that is 
to say, the formation of the leaf out of the segment is complete, but one 
cell on the under basiscopic portion of the segment becomes the apical 
cell of the primordium of a branch, and when this develops we find, 
as in Radula complanata, the branch underneath a completely developed 


leaf. 

Resting buds. The lateral shoots of many species may become resting 
buds. In Lejeunia, for example, the first three leaves of the lateral shoot 
coalesce to form an envelope surrounding the primordium of the shoot which 
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rests for an indefinite period. In the further development of the bud the 
envelope is broken through. 

E^ogenetic shoots. This leads us to what Lcitgeb has described as 
the endogenctic origin of the ventral and lateral shoots of many species. 
He savs that the flagella of Ma>tigobryum arc formed from cells lying 
immediately under the outer cells, and the same is the ease with the fructi¬ 
fication-branches of this plant, as well as of Lcpidozia. Calypogeia. and 
others. The disposition of these cndogenetic branches in Lophocolea 
bidentata and in Juiigermannia bicuspidata is peculiar. They arc almost 
exclusively ventral, and the branches spread themselves out upon the sub¬ 
stratum to both sides of the chief axis, so that the branch-system has the 
same facies as is produced by lateral branching. 


3 . Rhizoids. 

Knowing now the rclation.ships of configuration of the vegetative body, 
we have to cast a glance at the organs which anchor it to the substratum 
and draw therefrom, at least in many eases, water with the sub.stances dis¬ 
solved in it. These bodies are the rhizoids, hair-roots. All Hepaticae, 
whether thallosc or foliose, po.'^sess unicellular rhizoids; the Musci, on the 
other hand, always have rhizoids composed of a single row of cells. These 
rhizoids differ in function. In some Hepaticae, for example epiphytic 
foliose forms, they arc only anchoring-organs, in others they combine the 
work of fixing the plant and of absorbing water. They arc absent in 
only few forms, and we can u.sually discover a reason for their absence. 
The Calobryaceae, for example, have no rhizoids b and they possess root-like 
shoots creeping in the substratum -, and these render the rhizoids unneces¬ 
sary. Physiotium cochleariforme also has no rhizoids, but it is provided with 
large water-sacs, and in this resembles Sphagnum 

The two species of Riccia, R. natans and R. fluitans, each of which 
possesses a land-form and a water-form, have no rhizoids in their water- 
form, and this because they are as unnecessary here as are the hairs upon 
the roots of many water-plants of higher groups, for example, Salvinia. 
Utricularia. In R. fluitans the water-form may produce rhizoids if it comes 
in contact with a solid body*. In many epiphytic forms, such as species of 
Lejeunia, a strong anchoring disk develops out of a bundle of rhizoids^. 

A division of labour occurs in the rhizoids of some thallosc forms which 
attain a considerable stature, and particularly in those in which the upper 


' The germination of these Ilcpaticac is not yet known, anti it is i>rob.able lhat as in Sphagnum 
the germ-plant has rhizoids. 

* See p. 39. and Fig. 37. 

’ 1 richocolea tomentella has well-developetl rhizoids, although Nees thought it had few or none. 

* See P.art I, p. 269. 

’ For an account of this see Goebel, Pflanzenbiologischc Schildeningen, i (i88y', p. i6t. Fig. 66. 
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side of the thallus takes in no water, and the care of the water-supply 
devolves upon the rhizoids. Amongst such forms we know at present 
species of Monoclea ' and the members of the series of the Marchantiaccae. 

Monoclea. I had the opportunity of examining Monoclea dilatata in a 
living condition in Venezuela, and the interest of the species lies in this, that 
it foieshadows the peculiar features of the formation of rhizoids which belong 
to the Marchantiaccae It has two kinds of rhizoids ; some wide and thin- 
walled, arising exclusively out of the under side of the thickened midrib of 
the thallus (Fig. 4, iir), and at once piercing the substratum; others narrow 
and relatively thick-walled, which arise partly upon the edge of the thallus, 
partly upon its under side, and grow at first adpressed to the thallus, those 
that arise laterally converging to the midrib, beneath which runs a strand of 
rhizoids, keeping it moist by capillarity. These lateral rhizoids can irrigate 

the lateral parts of the thallus. The 
whole arrangement reminds one of 
that found in hygrophilous Marchan- 
tiaceac, especially in Dumortiera. 
Monoclea itself occurs like them in 
moist places. The arrangement, which 
is indicated in Monoclea, finds perfect 
development in the Marchantiaccae. 

Marchantiaceae. Here the rhi¬ 
zoids are frequently over two centi¬ 
meters in length, and often form a 
thick felt on the under side of the vege¬ 
tative body. The division of labour 
among them finds its expression in 
a difference between ‘smooth’ rhizoids, which have the usual construction, 
and ‘trabecular’ rhizoids, which have trabecular thickenings upon the 
inside of their wall. Germ-plants of Marchantia and plants which arise 
from gemmae possess at first only smooth rhizoids, and they it is which 
enter the soil directly from the under side of a mature thallus and anchor 
it. The trabecular rhizoids, on the other hand, lie upon the under side 
of the thallus in strands, the strongest of these running along the midrib, 
and only at some distance behind their point of origin do they enter the 
soil There is no doubt that these strands, which are also found under 
the rays of the disk of the sexual shoot and upon its stalk (Fig. 41), 
conduct w’atcr by capillarity, although at the same time the movement of 
water chiefly takes place through their lumen. The trabeculae within the 



FlO. 41 IVei$sia cominut.M.x Slalk of an archc* 
{*onmphore in transverse section. The strands of 
rhi^o^rls are sunk in two drep lateral channeh. 


^ Which, however, can take up water directly from outside. 

^ See Ruge, Bcitragc ziir Kemitniss dor V^gclationsorganc der Lebermoose, in Flora, Ixxvii (1893), 
p. 279. 

^ See p. 32. 
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rhizoids have also, as Kamerling' has recently shown, a connexion with 
the conduction of water. If the thallus draws water from the trabecular 
rhizoids, and a supply to replace it cannot be hufhciently quickly obtained 
from the soil, air-bubbles will be formed within the rhizoids which will 
interrupt the current of the water. The presence of the trabeculae 
compels the formation of these bubbles in the centre of the cavity of the 
rhizoids, and so the current of water can pass the bubble. The trabecular 
rhizoids then make possible the maintenance of a more eopious supply of xvatcr 
than do the smooth ones. Concomitantly with this we find that the 
trabecular rhizoids are specially developed in forms with relatively great 
transpiration, whilst they are subordinated in forms in which this is feeble; 
for instance, in a Venezuelan hygrophilous species of Dumortiera they were 
present in extremely small numbers, and were entirely wanting in Cyatho- 
dium cavernarium. 

Transformation of rhizoids. A portion of the rhizoids is transformed 


into thick-walled bristles in Dumortiera hirsuta, and the 
transition-forms to rhizoids show the true nature of the 
bristles, which may be considered protective organs for the 
thallus, although it is impossible to say precisely wherein 
the protection lies-. Change of function and transfor¬ 
mation of rhizoids is otherwise unknown. Lindenberg 
speaks of segmented rhizoids in the land-form of Riccia 
natans, but this is either an error or a misdescription 
of the filiform adventitious shoots which sometimes occur 



FlC. 4i. Ricclina* 
Un^ Land*rorm» •cen 
froRi above. The 
branches of the thallus 
brconir isolated by the 
dyin^ off of the parts 
behind. Naiurafsizc. 


upon old examples of species of Riccia So far as we know, the rhizoids 
in Hepaticae arc incapable of a transformation or further development, 
and in this they contrast with their condition in the Musci. 


ASEXUAL PROPAGATION OF HEPATICAE^ 

Every asexual multiplication is fundamentally a process of division of 
the vegetative body in which the products of division may be very unequal 
in size. In creeping Hepaticae, as in many other plants, the branches may 

..1 i,. Hora, lx„iv 

o' which n.,, 

’ A recent compiler has again mistaken these for rhizoids. 

..3 
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become independent plants through the dying off of the older parts behind 
(Fig. 42). Frequently, however, special propagative organs are developed 
which have been termed geviviae or brood-buds, and of these some examples 
must be given. 


I. SEPARATION OF SPECIAL TWIGS FROM THE VEGETATIVE BODY*. 


This is the nearest to the ordinary processes of division. In its simplest 
form it is observed in Pellia calycina. Towards the close of the vegetative 
period of this plant there appear upon sterile plants, through repeated 
forking of the vegetative point, short-lived branchings filled with starch and 
other reserve-materials, but without rhizoids and frequently standing erect 
and overlapping one another. These readily break off, and clearly exhibit 
a primitive form of gemma (Fig. 43). If they do not break off they may 



Fia 43. PelUa calycina. Branching of a sterile lobe 
of the thallus in aatumn. Seen from below. Magnified. 



Fic. 44 * Fegalclla sapradecomposita. Thallas 
with three gemmae seen from below. Mtgniued la. 


grow in the succeeding spring as ordinary branches of the thallus. Fegatella 
supradecomposita shows a further stage of differentiation of these branches. 
In it they are borne upon thin stalks, and can therefore easily separate 
(Fig. 44). Superficially they resemble the similar structures in Marchantia 
and are nearly circular flat plates with a vegetative point on one side but they 
differ altogether in their origin. Whilst the gemmae of Marchantia are uni¬ 
cellular structures, which only before their separation, or it may be at germi¬ 
nation, grow into cell-masses, those of Fegatella supradecomposita are mere y 
modified branches of the thallus, and possess a series of scales covering the 
vegetative point in the manner usual amongst the Marchantieae. 


Kenntniss der Vegetationsorgane der Lebermoose, in Flora, Uxvii i Schostakowitwh, 

die Reprodnclioo tmd Regenerationserscheinongen bei den Lebermoosen, in Flora. Ixxix (Ergan gs- 

W°Tivt'roAcclt h.,c th. formation of Inbors «hkh will bo refcnod to i„ a s.b»,«nt 
page. See p. 66. 
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2 . GEMMAK (BROOD-IiLDS) FORMED l!V OEMMACKLI.S (HROOD-CEI.L^). 

All Other forms of gemmae can be traced back to a construction out of 
gemma-ccUs {firood-edh), but these frequently develop so far on the mother- 
plant that it is impossible sometimes to draw a sharp limit between them 
and adventitious shoots. This is particularly the case within the cycle of 
affinity of the Metzgeriae. Many species of Ancura have duplex gemma-cells 
which fall away from the thailus. They are discharged from their mother- 
cells with a slight jerkprobably by swelling of the inner laj'ers of the 
membranes of these; the outer portion of the membrane remains behind. 
They often appear in large numbers. Allied to this is the copious forma¬ 
tion of gemmae in Metzgeria conjugata. In this species some branches of 
the thailus become very narrow and develop as supporters of the gemmae. 
They ascend from the substratum,and, gradually losing their dorsiventrality. 
they become radial, whilst the gemmae, which appear close together at first 
and only upon the margin of the branch, arc found later upon the upper and 
under sides of the thailus as well. The upright position evidently favours 
the distribution of the gemmae. The gemmae, at the moment when they 
are shed, arc in the form of concave ccll-platcs, with a vegetative point 
having a two-sided apical cell, from which a new thailus is formed ^ and in 
the process of shedding a remnant of the wall of the mother-cell left 
behind as is the case in Ancura. In Metzgeria furcata adventitious shoots 
are regularly developed instead of the gemmae, and each of them proceeds 
from a single cell of the margin or of the midrib. Gemmae of a more or less 
advanced stage of development before shedding arc found in other thallosc 
Hepaticae, for example in Marchantia and Lunularia, in which they have 
been so often described, and also in Treubia, Cavicularia, and Blasia. 
Hlasia has two kinds of gemmae: the one is a nearly spherical cell-mass 
produced in a flask-like receptacle with a long neck, out of which it is 
squeezed through the swelling, Avhen moistened, of mucilage formed by tlic 
mucilage-papillae at the base of the receptacle^; the other is a gemma-scale 
at the base of which there is to be seen at a very early period of develop¬ 
ment the cell from which the new thailus proceeds,—this gemma-scale 
arises upon the upper side of the thailus, especially upon shoots which bear 
neither sexual organs nor receptacles for gemmae ^ Cavicularia has gemmae 
whose outer cells have thick walls, and each of them has an excrescence 
which has perhaps to do with the scattering of the gemmae by animals. 


' See Goebel. Die Musemeen, in Sebenk's Handbuch der Botaiiik, ii (iSSj). n. 358 • Ku'^c 
Beilrage z«r Kennlmss der Vci-etalionsorganc dcr I^bermoosc. in Mora. U.wii (1893b 1,. ^o-. 

In Ancura Ihe gemtna is shed before lhe>c landmarks arc developed. ' * 

- This also takes place in Marchantia, but in a less pronounced manner 

dimkrJr inv«.igation especially i,. their biological rclationsliips. similar 

dimorphism of gemmae appears probably in the genus Telraphis amougsl the Musci. 
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A description of the formation of the gemmae in the several forms of 
Hepaticae would have no general interest. Their appearance is sporadie 
within cycles of affinity, and even within genera. Anthoceros glandulosus, 
for example, is the only known species of the genus in which they are found! 
and in it they take the form of oval cell-masses. Amongst the Marchantieae, 
Marchantia and Lunularia alone possess them, and how profusely they arc 
distributed in these genera is well known to gardeners. They overrun every 
pot in cultivation. 

The occurrence of gemmae produced from shoots is not unknown in the 
foliose Jungermannieae, and they may be either unicellular or before their 



FfO. 45 * I^j>unia. Formation L*emmae. l. Lejeunia (Oitonlolejounia) mirabilis, Steph. Gemma: S', apical 
cell: A, fMint of attach ment. Rhixoid^ in the form of lonj; lubes have developed upon the under side from sin^fle 
marginal cell>. 11 , III, Kejeunia (Cololcjcunia) Goebchi. M, portion of a leaf with three gemmae still attach^ ; 

s, indicate the points of attachment of two gemmae which hate fallen off, III, gemma with four anchoring- 
organ:s and Iw'o apical celts. 


separation grow into cell-masses. The formation of gemmae occurs in many 
species, usually upon the edge or upon the tip of leaves, and the gemmae 
appear then often as long branched yeast-like chains. The several gemma- 
cells separate easily from one another in moisture. In Lophocolea bidentata 
aggregates of cells loosely joined together fall from the leaves. According as 
the formation of gemmae takes place at an early or late stage, the formation 
of the leaf is more or less influenced by it, and variations may be seen upon 
one and the same shoot. In Scapania nemorosa, for example, only the 
points of the upper lobes of the lower leaves of the shoot are furnished with 
gemmae; their formation therefore was relatively late. On the leaves 
higher up the under lobe.s of the leaves are first concerned in the formation 
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of gemmae, and the further up one goc.s the more is the development of the 
leaf-surface hindered, until finally, in the position of each leaf \vc find a group 
of <rcmmae issuing directly from the segment of the apical cell. The 
leaf-borne gemmae have thus become stem-borne, and we arc furnished with 
an instructive example of a gradual transposition. The number of the gem¬ 
mae in such cases is very large, as many as a thousand. The shoots which 
bear gemmae in many species, for example in Calypogeia Ti ichomancs, are 
ortho'tropous, as are those of Metzgeria conjugata ^ In the genera Radula-, 
Lejeunia-'. and Colura-, gemmae in the form of cell-surfaces appear upon the 
leaves, and in these genera, which include mostly epiphytic species, they 
secure a rapid fixation to thesub.stratum. The gemmae of Lejeunia (Fig. 45) 
have two vegetative points out of which shoots may subsequently develop, 
and they are furnished with anchoring-organs, which arc merely arrested 
rhizoids (Fig. 45,1, HI). The example figured in Fig. 45- I interest 
because there is only one apical cell, probably because the gemma i.s 
anchored not by its middle but excentrically. When the gemmae of 
Lejeunia have two apical cells (Fig. 45, III), a leafy plant may spring out of 
each of them, but the apical cell may also grow out into a thallus with 
a continued segmentation of a two-sided cell, like the product of a germi¬ 
nating .spore. Such a formation of thallus takes place if the conditions are 
unfavourable for the formation of a stem, and it is particularly often seen in 
the germinating gemmae of Radula^ where it furnishes the young plant 
with a firm fixation upon its substratum, which is the leaves of Spermophyta. 
These relationships of the development of the gemmae find their counter¬ 
part, both physiological and morphological, in the phenomena of the 
germination of the spore ■*. The germination of the gemma conforms 
generally with that of the spore. In Marchantia and Lunularia this is 
evidently not the case, but in these genera the profile disposition of the 
gemma, as in Riella, makes it impossible. 

It is ea.sy to establish that there is often a certain antagonism between 
the formation of gemmae and sexual reproduction. Gemmae appear cither 
exclusively or preferably upon sterile individuals. Lcitgeb. however, observed 
them upon the tips of the leaves about the antheridia in Scapania nemorosa. 
and Neesvon Esenbeck recorded the occurrence of'Jungermannia Sphagni,’ 
bearing sporogonia and gemmae at the same time. 

When the phenomena of regeneration were discussed, it was shown that 


' See p. 49. 

’ See Goebel, Momhologisthe und biologische Studien: I. Ober epiphytische Fame und Musci- 
ncen, in Annales du Jardin botanique de linUcnzor^, vii (i888\ p. 49. 

® See Goebel, op. cit* Figs. 60-67. 

' ^oebel, Die Muscinecn, in Schenk's Handbuch der Ikit.inik. ii (1882), p. 339; Ruge Beitraee 

iSL. Vegciationsorgane der Lebermoose. in Flora. Ixxvii (i893h Schostakowi.sch, 

Reproduction und Regcnerationserscheinungen bei den Lebetmoosen, in Flora Ixvix 
(Erganznngsband zntn Jahrgang 1894'. ’ 
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the Hepaticae have a rich capacity of regeneration’, especially by severed 
portions, and that there is a difference between them and Musci in this 
respect. In the Musci, regeneration always begins by the formation of the 
protonema characteristic of the germination of the spore, but in the Hepaticae 
cell-masses are produced in regeneration, even although the spore forms 
cell-surfaces or cell-threads in germination. I have been led by my inves¬ 
tigations to the view that every cell in the Hepaticae has the latent capacity 
to develop further like the spore, but this is only called forth if there is 
an enfeeblement of the vegetative body. The proof of this was especially 
afforded by Metzgeria furcata^ in which under definite conditions the cells 
did not grow out as usual directly into ‘adventitious shoots,’ but into cell- 
rows just as in the germination of the spore; and in support of this is an 
observation of Leitgeb that upon old, that is in my view enfeebled, plants 
of Jungermannia bicuspidata. cells of the surface of the stem could grow out 
into tubes like germ-tubes and form a shoot at their apex. In like manner 
on the old leaves of Lophocolea bidentata, and of a tropical species of 
Lejeunia w’hich I observed, the same phenomenon may be noted. This 
subject cannot be discussed further here, but the facts are of the greatest 
importance for our comprehension of the development, although little 
attention is given to such phenomena in our times when the microtome is so 
popular an instrument. 


Ill 

PHENOMENA OF ADAPTATION OF THE VEGETATIVE 

ORGANS OF HEPATICAE 

I. EELATIOA^SN/FS TO IVATEE. 

The anatomical structure of the vegetative body of the Hepaticae is 
quite different according as it has or has not to take up water directly from 
the outside. A high anatomical differentiation is only reached in those 
Hepaticae which possess a vegetative body of which the surface cannot be 
wet. But such forms may revert again to a simpler relationship. It is 
easy to satisfy oneself that a Riccia, excepting Riccia fluitans, or a Mar- 
chantia, cannot be directly wet by water like a Pellia or one of the foliose 
Hepaticae, and this gives us the clue to their diverse structure which finds 
a parallel in the differentiation of tissues of the higher plants. 

Most of the Hepaticae are hygrophilous and live in a moist medium, where 
they are seldom exposed to the danger of long drought, and therefore, as is 


‘ See Part I, p. 48. . . 

> Sec Goebel, ArchegoniateDstudien: VIII. Ruckschlagsbildungen und Sprossung bci Metzgena, in 

Flora, Ixxsv (i8q8), p. 69. 
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the case with the lichens, the number of forms of the Hcpaticac is greater 
as we approach moist mountainous regions. Epiphytic forms and those in 
unsheltered localities are subjected occasionally to a want of water, and they 
are endowed partly with the capacity of resisting drought of short duration, 
and partly with special contrivances to retain water. These contrivances 
also occur in terrestrial forms and in extraordinary abundance in many 

species. 

1 . ARR.tNCEMENTS FOR THE RETENTION OF WATER. 

The arrangements for securing the retention of water imply a copious 
absorption of it. Their value to the plant is that even in drought the most 
delicately constructed forms arc able to carry on the phenomena of their 
life, especially assimilation and the longer the water is retained the longer 
and the more actively will their life-processes be maintained. Hepaticae in 
the tropics frequently live upon the leaves of the higher plants from which 
water readily flows off, and therefore we find in them arrangements for 
retaining water even in species which live in the wettest tropical hill- 
regions. Species of Physiotium furnish an example. In these species we 
have to deal w’ith a relationship similar to that observed in Sphagnaceae, 
which, growing in localities which arc always moist, have nevertheless 
a most remarkable contrivance for taking and retaining water. Why should 
this be so? I find nothing about it in the literature of Botany. The 
Sphagna chiefly live upon rain<K'ater, and they take consequently ash- 
constituents from the substratum in only very small amounts -; they must 
therefore give off by evaporation a large quantity of water. Similarly the 
Hepaticae which live in the wet hill-regions take their necessary water from 
clouds and rain which contain but little nutritive matter, so that a large 
volume of water is necessary for them. 

Although the arrangements for retaining water are essentially the same 
in thallose and foliose forms, it will be more instructive if we look at the 
two series separately. 

A. In Thallose Forms. 

rt. JUNGERMANNIACEAE. The following are illustrations in this scries:— 

Aneura endiviaefolia is represented in Fig. 46. As its name indi¬ 
cates the thallus resembles a curled leaf of endive because the branches are 
curved inwards and downwards, and they thus provide in the thallus a sort 
of spongy construction which is favourable to the retention of water. The 
branches of the higher order differ from the chief a.xes in having a one- 

' Goebel, Archegoniatenstudien: V. Die BlatlbiWung tier Lebennoose uml ihre biolopische 
Bedeutung. m Flora, Ixxvii (1893). p. 439. Air-dried, slill living Frullaiiia after eight hours’ exposure 
o illumiaaUon had decomposed no carbon-dioxide. See also Jdnsson, Recherches sur la respiration 
cLi •'» Comptes Rendus. cxix (1894). He comes to the s.vme con- 

> proportion of water, the more intense is the gaseous exch.-mge.’ 

tills interpretation was first given to me by my dcceaseil friend Sachs. 
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lajercd ccll-surfacc except at the midrib. Similar arrangements occur in 
some Javanese species of Aneura (Pseudoneura). An investigation of 
living plants is required to determine uhether the marginal cells of the 


thallus in species of Aneura absorb 
Aneura hymenophylloides 
behaves in a similar manner {Figs. 

47, 48). Its thallus in some 
measure resembles the feather- 
branched leaf of a species of 
Hymenophyllum, and it possesses 
an excellent arrangement for re¬ 
taining water. The tips of the 
thallus are all strongly incurved 
downwards, and the branches, 
placed in two rows upon the 
chief axis.converge by their under 
sides, each branch having its 



PfO. 46. Aneura emJivlaftTolia. Portion of 
thallus seen from below. The twigs are curled 
inwards and downwards. Magnillca q. 


water. 



FiC. 47. Aneura hymcnopliylloides. Seen m profile. 
The vegetative point of the long fthoot and all the 
branches are curved inwards and <lownwards. Mag¬ 
nified S, 


edges concave downwards (Fig. 48, 2, 3). In addition, the thin-walled 
cells of the surface of the thallus are frequently convex outwards, and 
are excellently arranged for the retention of water. The branch-system 
does no! lie upon a substratum^ and a consideration of Fig. 48 will show 
the important difference there is between the cellular construction in the 
chief and lateral axes. 

Aneura fuegiensis (Fig. 49) exhibits other arrangements. Upon the 
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under side of the thallus we find lamellae, most numerous upon the chief 


axis, becoming always 
fewer upon the lateral 
axes of higher order. 
The margin of these 
lamellae is not smooth, 
but is provided with 
pluricellular • hairs,’ 
which increase the ef¬ 
ficiency of the whole 
as a sponge. The cell- 
walls of the lamellae 



are thickened at their 


comers as they are in 
the cells of the leaves 
of many foliose forms. 
One may compare the 
lamellae with leaves 
inserted longitudinally, 
and they arise like the 
amphigastria of Fos- 
.sombronia, each one 
behind a mucilage- 
papilla. They do not, 
however, run over the 
whole length of the 
thallus. In the lateral 
shoots ofa higher order 
a lamella is not formed 
behind each mucilage- 
papilla. 

Metageria. Our 
indigenous species of 
Metzgeria have no 
special arrangements 
for retaining water if 
we except the papillae 
with which the thallus 
of Metzgeria pubescens 
is covered. On the other 

hand Metzgeria saccata 



FiO. 48. Ancum hymenophylloidrii. chief axis, a*|s of the 
order. 5, axk» of the ^cond order. All in tran&vcrsc section, HiffKIv 
raagniued. ^ 



Fig- 49. Aneura fuegiensis. Thallus in transver 
showing ihe lamellae upon the under side as cell-rou's 
these UmelUe water is held. Highly magnified. 


section, 

Bciwi^en 


which lives between mosses on the bark of trees in 
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New Zealand, possesses water-sacs like those on the auricles of the leaves 
of Frullania, or like those which have yet to be described in Dendroceros 
foliatus (Fig. 51). On the edge of the thallus are found vesicular or hood¬ 
like appendages which are laid down near the apex by the concave 
infolding of isolated parts of the thallus. These become larger, fill with 
water, and so serve as water-sacs. 

b. Anth 0 CER 0 TE.\E. Several species of Anthoceroteae repeat the 
arrangements which have been described above in thallose Jungermannieac. 

Anthoceros. Our indigenous 
Anthoceros punctatus has upon 
the upper side of the thallus pit¬ 
like depressions which retain 
water. A. arachnoideus ^ has, 
instead of these, a net-work of 
low intersecting ridges, to which 
we must ascribe the same signifi¬ 
cance. On the other hand, A. 
fimbriatus (Fig. 50) is provided 
with a crisped one-layered cell- 
surface at the margin of its many¬ 
layered thallus, giving it a strik¬ 
ing appearance as it grows upon 
the Cordilleras of Merida. The 
marginal fringe arises out of the 
‘middle lobe’ in the forking of 
the thallus^, and it reminds us 
of the relationships which have 
been described in Aneura endi- 
viaefolia^. 

Fig. 50. Anthoceros fimbriatus. Portion of a thallus y 

seen from below; the rhizoids are not shown. The one. DeDdrOC6rOS* 1 n6 rcm^PK- 

1 ayrred crisped lobes at the ed?e hold water. Magnified. . , , . , , i 

^ able relationships of Dendroceros 


foliatus (Fig. 51) were touched upon when speaking of the formation of 
leaves, and it was shown that on the edge of the thallus cap-like formations 
are found which are partly laid down as special shoots at the vegetative 
point and partly proceed from the middle lobes. These structures have 
evidently the same significance as the water-sacs of Metzgeria saccata. 
The same arrangement is found in Karsten’s Dendroceros inflatus. The 
cells in the one-layered surface of the thallus of Dendroceros frequently 
separate from one another, and the schizogenetic intercellular spaces 
increase the spongy nature of the whole thallus. 


^ See Stephan i, Colenso's New Zealand Hcpaticae, in 
xxix (1893), p. 265. 

* See p. 53; ndventi^ioiis shoots may arise from them. 


Journal of the Linnean Society, Botany, 
* See p. 21 and Fig. 14. 
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These examples show that in different cycles of affinity the thallose 
Hepaticae exhibit analogous adaptations. When we deal with formation of 
tubers we shall find additional evidence of this. 


B. In Foliose Forms. 

As has been shown in the description of the formation of leaves, 
adaptations appear upon these which make possible the retention of water. 
They are indeed abundant, but are almost entirely wanting in plants which 
grow in moist localities. 

PARAPHYLLIA. 

The shoot-axis may share 
in such adaptations by the for¬ 
mation of outgrowths, which after 
the analogy of the Musci we may 
name paraphyllia. These are 
known in two genera which arc 
not systematically nearly allied, 

Trichocolea and Stephaniella. 

Trichocolea. They have 
been longest known in Tricho¬ 
colea tomentella \ but nothing 
has been said regarding their 
function. I find them only upon 
the upper side and upon theflanks 
of the stem, in the form of simple 
or branched cell-threads like those 
which are found upon the leaf-edges and they make the whole plant a 
spongy mass. Trichocolea paraphylUna shows the same features. The 
paraphyllia without doubt act like the lamellae upon Aneura fiiegiensis 
and upon the leaves of Polytrichum. 

Stephaniella. Stephaniella paraphyllina ^ is a xerophilous form with 
remarkable formation of ‘ roots ’ which will be described later The leaves 
in this plant are hardly organs of assimilation; they lose very early their 
chlorophyll and become mere covers for the stem-bud and for the para¬ 
phyllia which clothe densely the surface of the shoot-axis and are at once 
an apparatus for holding water and organs of assimilation®. 



in thfeT Naturgeschichte der europaischen Ubermoose, iii, p. log mentions them 

m tW species, but ertoneoosly calls them • leaf-appendages.’ s See n T 

^ _ s« J.ck, S..ph,c,dla p„.phylli„,. Jack., nov. g„. Hcpa.icaram, i„ Hed^igi;, 
...IbiteSr .he leave 
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B. LEAVES AND PARTS OF LEAVES AS WATER-RESERVOIRS. 

A transformation of the leaves themselves more frequently provides the 
mechanism for retaining water than does the formation of paraphyllia. 

I. Aggregation of Leaves. Of the simplest case, where capillary 
chambers are formed by the close aggregation of leaves, as is the case in 
Musci, we need not say much ; only this, that in different genera there are 
species which hang in the form of strands from tree-branches, for example 
Fi-ullania atrosanguinea, F. atrata, Lejeunia lumbricoides ^ in which the 
lateral leaves are not expanded flatly, as usual, but are incurved so as to 
form w'ith the relatively large amphigastria a system of capillary chambers 
around the whole stem. 

Of other arrangements the following may be noticed 

2. Outgrowths in the form of Cell-rows 
OR Cell-surfaces upon the Margin or the 
Surface of the Leaf: 

Trichocolea. In Trichocolea tomentosa we find 
a number of branched cell-rows springing from the 
margin of the leaf, and they also proceed from the 
under-surface of the leaf. They spread out in all 
directions and thus construct a spongy mass. 

Lophoeolea. In less degree the same thing is 
found in Lophoeolea muricata 

Gottschea. In species of Gottschea ^ one or more 
lamellae spring from every leaf, and they form in 
Gottschea sciurea a remarkable water-apparatus. 

3. By Transformation of Individual Por¬ 
tions of the Leaf Water-reservoirs are 
Developed: 

A. The under lobe of the leaf is so laid against 
the upper lobe that the two form a pocket-like or pitcher-like organ. This 
occurs in Radula (Fig. 76), Phragmicoma, Lejeunia, and others. These 
organs have been called auricles*. 

Lejeunia. Heterophylly, a division of labour amongst the leaves, is 
a conspicuous feature in species of Lejeunia (Ceratolejeunia). Upon the 


‘ See Goebel, Archegoniatenstudien: V. Die Blattbildung der Lebermoose uod ihre biologische 
Bedeotung, in Flora, Ixxvii (1893), p. 431, Plate viii and ix, Figs, i, i. 

* See Goebel, op. cit., p. 430, Plate viii and ix, Fig. 3. 

* See Goebel, op. cit., p. 430, Plate viii and ix. Fig. 18; id. Moqihologische und biologische 
Studien: 1 . Uber epipbytische Faroe und Muscineen, in Annales du Jardin boUnique de Bnitenzorg, 
vii(1 888), Plate V, Fig. 53. 

* With regard to their configuration see Goebel, Pfianzenbiologiscbe Schilderungen, i (1889), p. > 7 ®' 
Figs. 78, 79. Although this was publUhed in 1889 it has recently been asserted that these structures 
have not been recognized hitherto. 



FfC. 51. FnilJania Tama- 
risci. Portion ofa shoot from 
below. a, amphigastrium; 
ws, water*sac, hood*like in 
form and formed out of the 
hollowed out larger portion 
of the under lobe of the leaf; 
r, upper lobe of the leaf. The 
'stylus auriculae' is not 
shown. Magnified 36. Lehrb. 
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leaves at the base of the lateral shoots one or two relatively large water- 
sacs are formed, and there is almost no free leaf-surface, whilst on the upper 
leaves many small sacs occur, and there is a large leaf-surface formed by 
the upper lobe. 

Hadula. Radula pycnolejeunioides ' is still more specialized. It has 
short shoots, the leaves of which become altogether narrow-mouthed 



KlC. S 3 . PolyoiUi etavigea. Bo»h on the ainphigasiria and on the lateral leaves there are water-saes, one to 

two on each amphigasirium. one on each lateral leaf. Magnified. 


water-sacs, with no free leaf-surface; whilst on the leaves of the long 
shoots the leaf-surface is quite conspicuous. 

B. The under lobe of the leaf is laid against the upper lobe, but the under 
lobe alone constitutes the tvater-reservoir ; it is concave upon the morphologic¬ 
al^ upper side, not, as in the previous case, upon the under side. Frullania 
52) and Polyotus (Fig. 53) supply examples. 

EYuUania. In Frullania the under lobe of the leaf is much smaller 
han the upper lobe ; it is concave upwards and forms a hood-like structure, 
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beside which stands a shorter body having a tip ending in a mucilage-papilla, 



the so-called ‘stylus auriculae’ 
Here as in other cases the 
water-receptacle is so formed 
that there is no wide opening to 
the outside so that the water can 
only slowly evaporate, and is 
taken up in great part by the 
cells of the leaf^ 

Polyotus. The genus Poly- 
otus, as its name indicates, is 
richly provided with water-sacs. 
We find ‘ auriculae ’ not only on 
the lateral leaves but also on 
the amphigastria {Fig. 53), and 
the lateral leaves in many 
species are provided with mar¬ 
ginal cell-rows which increase 
the sponge-like character. 

All the species of Radula, 
Lejeunia, Frullania.and Polyotus 
have water-sacs more or less 
developed, but there are some 
genera, for instance Plagiochila, 
Chiloscyphus, and Jungerman- 
nia in which they occur only in 
isolated species: in Plagiochila 
cucullifolia^ Chiloscyphus de- 
cipiens, C. cymbaliferus. Jun- 
germannia curvifolia. I have 
proved that the formation of 
the water-sac is retarded in 
Frullania if it be cultivated for 
a long time in moisture. The 
formation of the water-sac is 
therefore an adaptation in direct 
relation to external factors. According as these influences affect the genus 


Fig. 54. Colura tortifblia. Beside each lateral leaf is an 
amphigasirium at the ba.*^ of which rhizoids do-elop. The 
sac ofthr lateral leaves is turned with its point outwards^ not 
w'ell represented in the C^re. At ^ a branch bearine anthe* 
ridia. The figure does net show a characteristic development 
of Colura, namelv that the leaves stand away from the sub¬ 
stratum. Magnined 30. 


' The secretion of mucilage only takes place in youth, and serves for the protection of the stem-bud. 
* With regard to ‘ Frullania’ cornigera and others see Goebel, pflanzenbiologische Schilderungen, 
i (1889). p. 181. Fig. 82 ; id. Archegonialcnstudien: V. Die BlattbUdung der Lebermoose und ihre 

biologische Bedeutung, in Flora, Ixxvii (i893)» p* 444- 

^ See Goebel, Morphologische und biologische Studien : IV. Ober javanische lebermoose bine 
javanische Plagiochila mit Wassersacken, in Annales du Jardin botanique de Buitcnzorg, ix (1891;, 

p. 34- 
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early or late in its history will the character of adaptation be of use or not 
as a systematic mark. 

C. WaUr-sacs 'i'hich air closed by a hinged vnhe. The genera Colura 
(Colurolejeunia) (Figs. .54, 55) and Physiotium (Figs. 56, ^57, 5S) e.vhibit the 
most highly developed adaptations for retaining water. They have water-sacs 
the opening of which is closed by a hinged valve. The valve crumples up 
in drought and opens the water-sac, in moisture it spreads out and closes it ; 
and the arrangement is like that which occurs in the utricles of Utricularia. 

Colura. Colura tortifolia (Fig. 54) is an epiphytic species which grows 
in South America h The number of the amphigastria it is easy to see in 
the figure is double - that In the other foliose Ilepaticac. The end of each 
lateral leaf takes on the form of a club-like sac into which a tube leads. 
There are two things to notice in the development of the leaves of Colura. 


First of all the under lobe of the leaf is rolled inwards against the upper 
lobe as in Lejeunia. It may become concrcscent with the upper lobe and 
thus form the closed tube leading to the terminal club-shaped sac. The sac 
itself, which is not found in Lejeunia, is the result of an increased growth 
in surface of that part of the leaf which lies immediately above the tube 
just mentioned. The club-shaped sac arises then, not, as previous writers 
have assumed, by inrolling, but in exactly the same way as the water-sac of 
Frullania; and it is to be noted that the first sac-forming leaves which 
appear upon the germ-plant" of Colura, after a few flat leaves have been 
formed, conform in their configuration with these water-sacs in Frullania, 
and especially in the mouth of the sac which is directed downwards being 
not yet closed by a lobe. But the club-shaped sac here chiefly proceeds 
from the upper lobe, the inrollcd under lobe of the leaf only forms the 
narrow tube leading up to the sac. The original apex of the leaf stands 
subsequently at the entrance to the club-shaped sac, and at this point the 
club-shaped papillae on the under lobe which secrete mucilage are found 
chiefly. It is extremely remarkable that the entrance to the sac is closed by 
a valve (Fig. 55). This lies upon a frame produced by a special outgrowth 
and partial overlapping growth of some cells of the wall of the sac. The 
valve is derived from a marginal cell of the under lobe of the leaf. It has 
at Its base a joint ^ which provides that the valve can easily be bent inwards 


siudfe" f ‘he Gcbel, MorphologUche imd biologischc 

( 888) p „ rfr t 7> Muscine^n, in Annales d« Jardin boianinue de Bui.enzorg, 

(1888), p. 33. I\ Oberjavamsche Lebermcose; 3, Colura ornala. Coeb., ibid, ix (1801) p jS- 

L “■* “*">“"«■ '■> 

iipicaUdb of the 


M^n'hologiscbe und biologische Studien • IV 
« (1891). p 'Jg ‘I® Uuiteuzorgi 


v'tv^* of the joint is not alike in all 

• Die Blnttbildung der Lebermoose und ihre 


species; for details see Goebel, Archegoniatenstudien: 
biologische liedeutung, in Flora, Ixxvii (,,893). 
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whilst the frame upon which it lies prevents its opening outwards. When 
the sac becomes emptied of water there can be little doubt that as in 
Physiotium it is opened by a crumpling up of the valve. 

I observed Colura tortifolia in British Guiana living upon the leaves of 
trees. The leaves were not, as in other Hepaticae which live upon leaves, 
adpressed to the leaf but directed upwards h The valve has here then not 
merely to hinder a free evaporation of water, but also the flowing back of 
water, and to this end the capillarity of the narrow sac is favourable. No 

animals were found in the sac, but these inhabitants will be referred to 
subsequently. 



Fig. sS» Colara Karsteni. DSa- FiC. 56. 1 and 4, Physiotium ^nnteuni. a. 3. and 5, Physiotiam 
j^ramraatic looptudina) section cochleariforxne. I, stem seen from oelow. Through the water^sacs the 

through the saccate Jeaf at ri^ht depressions in which the apertures of entrance lie are visible, a, stem- 

angles to the closing valve. A', valve; apex from above; two young water-sacs visible. 3, young water-sac 

W' the frame upon which the valve seen from in front; upper lobe of the leaf; A/, upper part of the 

lies. The valve has a joint below under lobe. 4. water-sac id section through the middle 5, longitudinal 

and can only open inwards in the section through the point of origin of the valve. The hinge is indicated 

direction to which the arrow points. by smaller oelb. 

Physiotium. The remarkable configuration of the leaves of Physiotium 
next require notice. Physiotium is a genus inhabiting cool moist hill- 
regions in various parts of the tropics. In Europe only one species, 

‘ This is true probably of all species of Colura, at any ra(e of the beautiful large Colura Karsteni; 
see Goebel, Archegoniatenstudien: V. Die Blattbildung der Lebennoose und ihre biologische 
Bedeutung, in Flora, Ixxvii (1893), p. 427. 
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P. cochleariforme, remains as a relic of preglacial times in the same situations 
as the Hymcnophyllaceae which share with it its history. Rhizoids are not 
present in the European species, of which I have examined living specimens 


in Norway. The water- 
sacs in the genusare very 
large, and are complete¬ 
ly closed but for the 
special aperture of en¬ 
trance. Their arrange¬ 
ment is shown in the 
transverse section repre¬ 
sented in Fig. 57, and 
from it we learn that am- 
phigastria are not pre¬ 
sent. This happens be¬ 
cause there isatwo-sided 
apical cell and not a 
three-sided one, as is the 
case in all the Hepaticac 
which have been men- 



FlO- 57. Phy&ioiiuM) conchaofolium. Stem liu.l in transverse section. 
I, htgh up: apicat ceil visible, lower ilown. MagniCeiJ. 


tioned until now ; consequently only two rows of segments forming leaves arc 
produced ^ The development of the water-sac cannot be described here, 
but it is noteworthy that the whole of the lower half of 


the segment is not used in its formation, and that an out¬ 
growth on the upper side takes a part in its construction, 
as is the case in Frullania cornigera. In Physiotium micro- 
carpum we find, as in some other species, a very simply 
constructed water-sac, the nature of which may be 
understood by a reference to Fig. 58,-uater.sacs are 
usually more complex (see Fig. 56). They have a 
narrow mouth which lies in a depression. The special 
exit is bounded by two portions of the wall of the sac, 
lying upon one another like valves of a mussel, of w hich 
the one is stiff the other is movable at a joint. The valve 
consists of dead cells with delicate outer walls, and it 
shrivels when water is withdrawn from it, and thus gives 
a free entrance into the sac. At its base it possesses a 
joint like that m Colura. The water which is contained in 
the sac must, excepting a very small fraction of it, before 



FlO. 58. rhy>lotiun» 
mierocarpuiT). Di$scc(eO 
ami $prcad-out kaf. To 
thr left the simply-com 
St rucicti water*sac. It is 
scaphoid and has a wide 
oj^nlng Uponiheuppor 
side of the leaf a latoelln 
sprin^rs out which em¬ 
braces the point of inser. 
tioft of the waicr-sac. 
Magnified. 


evaporation pass 



course ol the individut/devel’op'reul there 

apKalceUasisthecosciusonte^MuscVJore* ‘--‘’ed 
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through the wall of the sac, and as this wall consists of living cells, these will 
not merely make use of the water, but also of all the substances dissolved in 
It. hvaporation through the dead cells of the valve is reduced to a minimum, 
because the aperture of entrance lies in a depression which itself contains 
water, and after the disappearance of this water it contains moist air. If the 
supply of water ceases, the water lying upon the surface of the plant evapo¬ 
rates first, the water-sacs by their position upon the under side are protected 
against rapid loss of water. They lose at first the water which is in the 
chamber in front of the entrance, and then the water in the sac itself. The 
air-bubble in its interior becomes greater, the water finally all disappears, 
and the valve and the whole sac shrivels, but it fills again with water 

in a short time on the addition of moisture, usually, however, one or two 
air-bubbles remain. 

Capture of animals by water-sacs. Frequently, but not always, 
animals are found in the water-sacs of Physiotium, but by no means 
only in them. It has been long known that many Hepaticae have 
regularly a larger or smaller number of animals in their water-sacs. 
Rotifera are found in indigenous and tropical species of Lejeunia and 
Prullania, and also in the narrow water-sacs of Radula pycnolejeunioides. 
These aquatic animals, which arc able to withstand drying up for a long 
time, find in the water-sacs favourable habitations, and similarly many 
lower forms of animal life inhabit moss-tufts. They are not necessary 
for the plant. That they may bring it some advantage is possible, as 
does the addition of animal manure to other plants. The conjecture, 
first put forward by Spruce and then afterwards by Zelinka, that the 
water-sacs have originated in consequence of a stimulus exercised upon 
them by the animals has no support. Even in the large wide water-sacs 
of Lejeunia (Ceratolejeunia and Lejeunia paradoxa)^ no animals are 
usually met with. They seek out preferably the narrow water-sacs in 
which the water will naturally remain longer. The arrangement of valves 
in species of Colura and Physiotium recalls the utricles in Utricularia, and 
as these arc traps for animals it was natural to suppose that the sacs of 
these Hepaticae were of like character. It is true that in Physiotium coch- 
Icariforme animals are often found in the sacs, but much seldomer than one 
would expect were the plants really carnivorous. Members of the most dif¬ 
ferent affinities of water-animals were found, such as Tardigrada, Anguilluleae, 
Crustacea -. Once they have entered the sac, they cannot escape unless 
by breaking through its walls. If the water disappears and the valve shrivels 
a passage of exit is made, but being water-animals they cannot move in 


1 Goebel, Archegoniatenstudien : V. Die Ulaubildung der Lebermoose und ihre biologische 
Bedcutuug, in Flora, Ixxvii (1893), p. 435. 

* Goebel, op. cil., p. 451. 
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the absence of water. No animals were found in the sacs of Physiotiuin 
conchaefolium. It is probable that the rotting bodies of the dead animals 
in the sacs may supply soluble substances which can be absorbed by the 
plant. Rut this process must be quite a subordinate one to the chief work 
of the sacs as water-reservoirs. 


2. ARR.\NCEMKNTS FOR RFSI.STING DROUGHT FOR .-V PERIOD. 

One must not reckon all Hcpaticae as hygrophilous. That would be 
an error, for there arc xtrophilous adaptations. The configuration of Raz- 
zania filum *. one of the folio.se Hepaticac, is xerophilous. This plant grows 
upon red clay soils which often become dry. The leaf-surface is but slightly 
developed, and the leaves are closely adprcssed to the stem and have greatly 
thickened cell-walls. The whole plant has the stiff habit of many desert 
plants. The simplest of these xerophilous adaptations is seen in the 
capacity of many forms to withstand drying for a considerable period. The 
capacity exists in varying degree in different species, and is based upon 
the nature of their protoplasm. What interests us here is only the pecu- 
liarilies of the formation of organs the advent of which arc concurrent with 
resting stages under conditions of dryness. These special features will now 
be examined 


(a) Involution of Parts. Riccia in- 
flexa- protects its forked thallus in drought 
against rapid loss of ivater by the inbending 
of the edges of the delicate assimilation-tissue, 
and some Marchantieae do likewise \ Species 
of Plagiochasma, Reboulia, Grimaldia, Fim- 
briaria, Targionia, close up their thallus in 
such a way in drought that the assimilation- 



Flc. 5^. Plaj^iocliita circinali'L Apev 
A \lioot circinaie in the dry 
After Lindenber^. 


tissue is protected. The dark, or in some cases, almost black scales of the 


under side which were formerly invisible, now cover the thallus and give it 
a most peculiar appearance in its rolled up condition. The addition of 
moisture brings about again its expansion. The movements following upon 
loss of water, or absorption of water, take place in the membrane of the 
cells of the portion of the thallus containing no chlorophyll, and doubtless 
bring the assimilation-tissue into a position where it is protected. Grimaldia 
dichotoma may remain in the ‘ latent ’ condition in an absolutely dry atmo¬ 
sphere for seven years without losing its capacity for development, while 


i ^fH'paticani.n Species Novanim, ni. in Hedwigia (iSotl, p. jo6 
Mattirolo, Contnbuzione atia biologica delle EpaUche, in Malpichia ii n iS, . 

Act 
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shoots of Grimaldia cultivated in a moist chamber soon die when placed in 
a drying apparatus. 

The same kind of hygroscopic movement is found in the foliose forms. 
\ ig. 59 shows the end of a shoot of Plagiochila circinalis. which is rolled 
up like a crozier in a dry condition, and the vegetative point is thus protected 
by an envelope of older tissue 

(b) Formation of Tubers. Further progress in the adaptation to 
periods of drought is observed in forms which produce in their resting stage 
tubers full of reserve-material. 



Historical. The formation of tubers in the Hepaticae is a process of so much 

biological interest that a short 
historical notice of the subject 
may be admitted here. Raddi 
appears to have been the first 
who observed this in Anthoceros 
dichotomus. Neessays*:‘Raddi 
found in the swelling at the end 
of the root-strand a white almost 
spherical little body which he 
considered a germ-bud.’ Nees 
conjectured that this species of 
Anthoceros multiplied by shoots 
from the thickened end of its 
stout root-shoots, and Stephani’ 
subsequently took this view. 
Meanwhile the formation of 
tubers was found in other spe¬ 
cies of Anthoceros. Taylor saw 
it in the Australian Anthoceros 
tuberosus*. Lindenberg*stated, 
regarding a species of Riccia 
from South Africa, that upon the under side ‘ here and there large shoots de¬ 
velop . . . which at their point are thickened into a spherical or elongated head, 
and this subsequently becomes a disk and probably ultimately grows into a new 
plant.’ It is possible, however, that here ventral stolons only were observed, not 
formation of tubers. Regarding Riccia natans he says': ‘ so soon as it approaches 
the shore or touches the mud there shoot out from the whole under-surface, and 
also out of the shreds belonging to this thin, delicate, cylindric, hair-like, very 


Pig. 6o. Posombronia taberifera. Collected in Pele^;iia« Cbiti. 
Ki, oU\ tuber which hzs eiven rise to a leafy shoot the end of which 
has bent downw’ards, produced then reduced leaves^ and swollen up 
into a new tuber, Km ; A, arehegonia on the upper side of the shoot 
MagniCod 17. 


• This, it must be staled, is concluded from the behaviour of dead plants only. No experiment 

relating to this point has been made with the living plant. • 

* See the account by Nees von Esenbeck, Natorgeschichte dcr eoropaischen Lebermoose, iv. p. 347 - 

* Stephani, Ueber cinige Lebermoose Portugals, in Hedwigia, xxvi (1887), p. 6. 

‘ Taylor, Novae Hepaticae, in Hooker’s London Journal of Botany, v (1846), p. 4 >»- 
‘ Lindenberg, Monographie der Ricciecn, in Nova Acta Academiae Caesareae leopoldino-carolinae 

naturdc cvriosnrurae xviiu I (1836). , , 

< . . I .. T Itv this he meaAt the scales. 

• -indc-nbctj:, oi>. at., p. 479. 
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often segmented ‘ root-threads, which are coloured at the junction of the segments 
like the under-surface of the thallus but are otherwise hyaline or granular. These 
fibres often thicken into a club-like or spherical form in which case the red or brown 
colouring-matter accumulates at these thickened ends which subsequently flatten 
and develop into new plants.* This statement by Lindenberg allows us to conjec¬ 
ture that here formation of tubers occurs, but it does not give us any insight into 
the matter. Formation of tubers has also been said to occur in Petalophyllum *. 
In a species of Fossombronia growing upon the Cordilleras of Vene^uela I observed 
a formation of tubers *; and recently Douglas Campbell has made a careful inves* 
tigation of the formation of tubers in a species of Jungerniannia which he calls 
Geothallus tuberosus, and which is probably very near Petalophyllum \ 



I shall describe here, 
formation of tubers in one 
Anthoceros. 


upon the basis of my own investigation^ the 
species of Fossombronia and two species of 


eUuS - u owea ia Riccia 

thegerm-dUk from the gL Jbgipot. Tc hit 

the Hepaticae, namely, the de?elopmcnt of the ^ example of what larely occurs in 

the plant is in uafavonrable „tamal conditions!and to 
phenomena were specially seen open «./«/plants which had Wd ^ 

stated recently that rhiaoids might serve for reeenera.i«n the winter. It has been 

Dooglas Campbell. A new Californian l^rwort San ^ 

I^lopmen, ^ x (.^6^““8 P- ‘'*■■^1'= 
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Possombronia tuberifera, as I will name the species lives in some 
ways like Adoxa moschatellina or Solanum tuberosum, that is to say, it 
forms alternately elongated shoots above the ground and tuberous shoots in 
the ground, and this alternation may be repeated many times on one and the 
same shoot-axis. In Fig. 6o, for example, there may be seen at the hinder 
end of the plantlet the old tuber, K*: out of it the leafy shoot developed 

which appeared above the 
ground, and which has upon 
its posterior side some ar- 
chegonia, A. After the 
formation of leaves has 
reached the highest point— 
and this happens very soon, 
as the whole plant is very 
small—the shoot in its fur¬ 
ther growth curves very 
sharply downwards, the 
leaves become reduced and 
appear as but slightly pro¬ 
jecting wings, and then 
root-hairs develop out of 
iheir edge, a development 
always absent from the epi- 
geous shoot. The summit 
of the shoot then swells up 
into a tuber, K„, the vege¬ 
tative point remains covered 
by the youngest leaf-prim- 
ordia, the epigeous parts die 
off with the advent of the 
dry period of the year, whilst the tuber persists. If it shoots out again it 
can branch, and so give origin to a small tuft of plants. If a sporc^onium 
has been developed the plant nevertheless continues itself usually by a 


Fic. 6i. Anihoceros dicholomus. Portion of tho Challus. From 
the ihicken^ci middle part two 3 ong*staIked tubers arise. Go the left 
divirioo of the right thallusdobe the outlioe of a joung tuber is 
visible. The dark spots on the left indicate colonies of Nostoc. 
Magnified 17. 


tuber-shoot (see Fig. 6i). 


The formation of tubers in Geothallus tuberosus is very like that in the Fos- 
sombronia just described, but the stalk which ensures the burying of the tuber m 
the ground, and which occurs in the species of Anthoceros as well as in Fossom- 
bronia tuberifera, is wanting. In Geothallus that portion of the tuber which contains 
the reserve-material is bounded by one or two layers of cells with thick, dark walls, 
and this is characteristic. The tubers arise both upon fertile and upon sterile shoots. 


• I found it along with Anihoceros argentinus. a form which also produces tubers, in a gathering 
from Pelegua in Chili. It is very nearly allied to a species I found at Tovar m Venezuela. 
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Anthoceros dichotomus and A. argentinus. The tubers of the tuo 
species of Anthoceros. A. dichotomus and A. argentmus. which have been 
examined, may be regarded as transformed branches of the thallus, uhosc 
ends have become swollen and filled with reseive-matcrial. So far as 
material has sufficed for examination of the structure of these tubers, it 
corresponds with that of the tubers of Anthoceros tuberosus The tubers 
are surrounded by some layers of empty cork-like ceils ; their inner cells arc 
filled with fat and small grains like 
aleurone. In Anthoceros dichotomus 
(Fig. 62) the tubers stand upon the 
under side of the thallus both upon 
sterile parts and upon fertile parts, 
but mostly upon the sterile. They 
arise from its thickened midrib- 
like portion, which is here not very 
sharply differentiated, and they have 
long stalks and are provided with 
rhizoids. They arc laid down close 
behind the vegetative point, and arc 
therefore not adventitious but ventral 
shoots. Instead of the stalk, which 
at a later period like the rest of the 
thallus dies off. there is sometimes 
found a thallus-lobe rich in chloro- 

• I, • - .• «> Fig. 6 ;, AndiocriO'* TliaUus \vl(h tubers, 

pnyll. in Anthoceros argentinus* apparently Urrivril from the •'crtnination of a iuU«r 
., . , , ^ k still visible as a slight swelling at ihr ba»e. 

the tuberous shoots Are partly lAtCrAli Each tuber arises as a swelling of the fn<rof a marginal 

I , , lobe which bcofls <loMDwar<U, 

partly ventral. Fig. 63 shows how 

lateral lobes of the thallus curve downwards, darken in colour, swell up, 
and become tubers. 

The method of germination of the tubers is unknown. Those taken 
from herbaria have lost their power of germination. If, as appears to be the 
case, the vegetative point of the tuber is not retained, we must assume that 
cells lying underneath the cork-envelope produce one or more new vegetative 
points, which rupturing the envelope grow out into lobes of the thallus. 



I have recently observed formation of tubers in a cultivation of Anthoceros 
iaevis sent to me by Dr. I.evier of Florence. The tubers were whitish swellings 
upon the under side of the thallus near the vegetative point, and were filled with 
reserve-material and provided with rhizoids. 

There can be no doubt that formaiion of tubers also takes place in the Riccieae. 


‘ S« Asbwortb. On the struclnre and contenU of ihc tubers of Anthoceros tuberosus TavUr in 
Mmwrs and Proc^mgs of the Manchester Literary and Philosophical Society, xli (iSo6) i ' 
See Jack and Stephani, Hepaticae Lorentrianeae. in Hedwigi^ x.xiv cS. p. 
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In an Italian species 


/ ' 


V 


\ 


A 


Fig. 64. Slrphaniella 
paraphyKina. ProAle view 
of a shoot. A lateral shoot 
sprinfTH from the side. Upon 
Cne nntier side a hypoj>eous 
rhixome clad with rhizoids 
which havr been broken off 
^hort. 


of Riccia I found whole segments of the thallus developed as 
long tuber-like structures, the margins of the thallus being 
turned inwards, and the tissue lying under the chlorophyll- 
tissue being richly filled with reserve-material so that the body 
appeared white on the outside. Stephani ’ has lately de¬ 
scribed tubers in Riccia bulbifera, but the descriptions do 
not make clear what their morphological nature is. 

The formation of brood-tubers as adventitious shoots 
upon the midrib of the thallus of Fegatella conica* may be 
mentioned in connexion with the tubers above described. 
The contents of these tubers may be drawn upon by others 
and they finally die off, but whilst they are undoubtedly 
a resting-stage they have no special relation to a period of 
drought, because Fegatella affects moist localities. Tubers 
dried for seven days were no longer able to form shoots. As 
in other cases the capacity to resist drying may sometimes be 
increased. It may be noted here that in the prothalli of 
ferns, for example species of Anogramme, analogous forma¬ 
tion of tubers takes place 

(c) Hypogeous Organs for the Absorption 
OF Water. A further peculiarity of xerophilous 
Hepaticae is that they form organs which bore deeply 
into the ground to take up water. We leave out of 
account here the hair-roots of the Marchantieae, the 
length and bulk of which stand in relation to the fact 
that the surface of the thallus takes up no water. 

Stephaniella. Here we have specially to mention 
the behaviour of species of Stephaniella^. These are 
foliose Hepaticae which grow upon clayey soil liable to 
great dryness. They arc small plants, two to four mil¬ 
limeters long, with a worm-like configuration recalling 
the condition under drought of the Marchantieae*. 
The position occupied by the scales in those Mar¬ 
chantieae is taken in Stephaniella by leaves closing 
together like the .shells of a mussel, and these embrace 
the stem. Single plants form firm, compact, dry, hard 
covers, which provide a protection to the subterranean 
parts. These subterranean parts (Fig. 64) bore into 
the ground to a length of as much as thirty millimeters, 
quite eight times that of the leafy shoot, and this phe- 


‘ Stephani, S]>ecics llepaticirum, in Bulletin de I’Hcrbier Boissier, vi (1898), p. 333 « See also 
k. vcsicata ; Taylor. Novae Hepaticae, in Hooker’s London Journal of Botany, v (1846), p. 416. ^ 
G. Karsten, Beitrage zur Kenntniss von Fegatella conica, in Botanische Zeitung, liv (188?/, 
p. 649. * P' 

‘ SeeJack,StephanieUaparaphyllina,Jack,nov.gen.Hepaticamm,inHedwigia,xxxiii(i894),p.ii. 

^ Sec p. 65- 
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nonienal length enables them to serve much more efficiently as organs for 
the taking up of water, than would short small hair-roots alone which are 
found upon them, and also upon the under side of the shoot. These hypo- 
geous ‘ rhizomes ’ have greatly reduced leaves, and arc the morphological 
equivalents of the flagella *. which arc found in so many Hepaticae, and 
they are able to grow out into leafy branches. 

(d) Anatomical Stuuctukl in Rkl.ation to Water. The in¬ 
fluence which the kind and method of absorption of water has upon the 
anatomical construction of the thallus appears particularly clearly in the 
Marchantieae and Riccieae. The anatomical construction and the rooting 
of the Marchantieae stand in the most direct relationship to the absorption 
of water*. These Hepaticae are by no means all of them adapted to dry 
habitats. Many of them, like Dumorticra, have rcturneti to the behaviour 
of the majority of the other Hepaticae, and some of them, like Riccia natans 
and Riccia fluitans, arc floating water-forms. But the typical representa¬ 
tives of this group are distinguished by taking their water through their 
rhizoid.^, which arc specially strongly developed, and not through the whole 
surface of the thallus^. In correspondence with this we find that in warm 
sunn)' areas like the south Tyrol. Jungermannieac have but a few represen¬ 
tatives, but the Marchantieae and the Riccieae are abundant, and of them 
Grimaldia fragrans and Riccia ciliata occur in mass upon sunny localities. 
These forms have, in as.sociation with the strongly illuminated habitats they 
affect, a well-developed assimilation-ti.ssue. In shaded localities the members 
of this cycle ofafiinity exhibit a very marked reduction in this respect. 

Air-cavities. The existence of air-cavities in the assimilation-tissue is 
characteristic of the Marchantieae and Riccieae. They arise, as Leitgeb 
first showed, not .schizogenctically like the intercellular spaces of higher 
plants, nor by a progrcs.sive rupture of the tissue from the outside inward.s, 
but they are primarily depressions in the surface which result from the 
lagging behind in growth of the tissues at certain points, which arc always 
those where four cells meet, and over these the adjacent parts then grow. 
These depressions then become deep pits, which are very narrow in the 
land-forms of Riccieae. It is easy to satisfy oneself that these pits retain 
air and do not allow the entrance' of water. If a drop of water is placed 
upon the thallus, of .say Riccia glauca. it does not disperse because the 
thallus cannot be wetted, and it does not enter into the pit. Even if the 
surface of the thallus be removed by a horizontal cut and laid in water 
he air-bubbles remain held between the cells. The uppermost cells of 
the dorsal tissue of the thallus have no chlorophyll in the Riccieae. and 


* See p. 41. “ ' - 
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m many they arc somewhat broadened out, and so increase the difficulty of 
entrance of water into the air-canal. If, however, transpiration be arrested 
or made difficult, these cells without chlorophyll arc able to give out water 
in liquid form, at least I have in .some circumstances found Riccia lamcllosa 
covered with small drops of water. They are evidently arranged for the 
purpose of the giving off of water-vapour, and they arc rich in water and 
draw their supply to replace that which they lose from the cells containing 
chlorophyll. The Riccieac which live in dry localities have often many 
of the cells from the surface inwards wanting chlorophyll. This is the 
primitive form of an epidermis. In Riccia fluitans and Riccia natans the 
air-canal is replaced by a wide chamber, a structure the occurrence of which 
need not surprise us in plants living upon the surface of water or in moist 
localities. These chambers open by only a narrow aperture to the outside, 
and this in the water-form of Riccia fluitans is usually clo.sed later. The 
chambers are overarched b>’ the growth in surface of the epidermis. The 
chambers open to the outside in their whole width only in Riccia crystallina, 
a species which grows in moist localities, goes rapidly through its develop¬ 
ment up to the formation of the spores, and then dies. Such an easily 
attained to structure can only exist where no serious claim is made upon it. 

The type of dorsal air-chambers opening to the outside by few or many 
pores, the ‘ breathing-pores,’ is widely spread with a different construction in 
the series of the Marchantiaceae. Since Mirbel’s beautiful exposition of the 
features of Marchantia polymorpha * this species has become, in textbooks, 
the reprc-sentative of the Hcpaticac. This is unfortunate, because it is 
really one of the most highly specialized forms. A detailed description of 
it is not necessary here, but an account of the relationships of its structure 
to the conditions of its life is required, as these are very instructive. The 
lid which roofs over the air-chamber is more or less sharply marked off as 
‘ epidermis,’ and consists in xcrophilous species, like those of Oxymitra and 
Plagiochasma, of cells having no chlorophyll and possessing thickened cuti- 
cularized outer walls, but in forms like species of Cyathodium which live in 
moist localities, these cells of the epidermis, which are usually in two layers, 
contain chlorophyll. The other forms may be grouped, according to their 
conditions of life, between these two extremes. The ‘ breathing-pores ’ have 
a threefold aim, one only of which is expressed in the name; firstly, to give 
entrance and exit to carbon dioxide and oxygen ; secondly, to hinder the 
entrance of water; thirdly, to regulate the evaporation of water. Whilst 
then they differ in their origin from the stomata upon the sporogonia of 
Anthoceros and of many Musci within the series of the Bryophyta, and 
from the stomata of Vascular Plants, they resemble them in their function. 

In the construction of these breathing-pores many cells share and they 

‘ Mirbel, Rechcrches anatomiques et physiologiqucs sur le March.anlia polymorpha, in Memoires 
<le I’Acadcmie ties Sciences de I’lnstitut de France, 1835. 
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bound the opening. According ns these cells divide b)' walls at rigiU angles 
to the surface or parallel to it, simple or ainal-likr breathing-pores aie fornicd. 
The latter are found upon the thallus in Marchanlia (Fig. and I’reissia, 
and upon the sporogoniophorc in other species which have simple ones upon 
the thallus. The simple breathing-pores are raised above the thallus upon 
a wart-like projection, so that water can readily flow awa}- from them, and 
as the aperture is narrow water cannot enter. The canal-like openings 
also do not allow the entrance of water, and in the water-form of Riccia 
fluitans the openings are closed. This is tlic case also in a water-form of 
Marchantia polymorpha which Rugc has accurately described ’. In it the 
submerged mode of life had hindered the formation of air-chambers in man)' 
parts of the thallus, but where these chambers did exist the breathing-pores 
were closed through papilla-likc outgrowths of the cells of the lower tier of 




(•1C. 65. Marcliantin pclyn^orpfi.t. br<*.nihirig*(K)rr. W, ifi 'uHac** \ie\y, A\ in wriiol vcIumk 
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the pore. Finally in Dumorticra, which grows in the spray of watci falls, 
on stones in streams, and other similar spots, there is a remarkable reduction' 
evidently caused primarily by the conditions of its life I The la) cr in which 
the air-chamber is formed is laid down at the vegetative point but is soon 
destroyed, and Dumortiera therefore behaves subsequently like a I’cliia 
which usually lives upon land, but can also take up water directly from the 
outside. The reduction may go to varying lengths. In most species an 
aieolation marking the outline of the destroyed air-chambers ma\' be ob¬ 
served, and it is from these areolae that the assimilation-tissue sub.scqucntly 
shoots out free and exposed from the base of the air-chambers. In one 
species which I have examined this does not happen, and its older thallus 


' Rnge. Beitragc 7ur Kcnnlniss il« Vcgelatiotisorg.me .Jer I.ebermoo>c, 

294* 

’ See Goebel, Pflawenbiologische Schilcleruii£en. ii (1893', p. ,23. 
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therefore exhibits in section a structure like that of Pellia or Monoclea, that 
is to say, the chlorophyll is in its outer cell-layer ^ 

With regard to the relationship of the breathing-pore to transpiration, 
it is clear that the narrower the opening the slower will be the evaporation 
of water. As a matter of fact we find the opening narrower in xerophilous 
forms than it is in hygrophiious. In many species a closure of the opening 
may take place, as I first showed in Preissia commutata. In Marchantia 
there is no power of closure. The lowermost tier of the breathing-pore is 
that which brings about its closure or the narrowing of it in Preissia (Fig. 66), 
and Kamerling has confirmed this in the case of the breathing-pores of the 
sporogoniophores in other species Closure takes place when water is with¬ 
drawn, when there is strong turgescence there is opening. In Preissia, which 
grows upon stones, walls, and similar places not always moist, the aperture 
of the pore is always narrower than in Marchantia; each of the cells of the 
lowermost tier—these are three to six in number, usually four—projects in¬ 
wards so that the aperture is four-rayed. 
The surface of the cells which bound the canal 
of the breathing-pore is coated with wax 
granules, as in Marchantia; it cannot there¬ 
fore be wetted by water; moreover, the 
breathing-pore is narrower at the outer aper¬ 
ture than it is in the middle. When then a 
drop of water falls upon a thin thallus of 
Preissia, it never can force out the air in the 
breathing-pore, and thus the tissue lying 
below is completely protected from wetting. 
A complete closure of the pore does not 
appear to take place in Preissia, but there can be no doubt that its narrowing 
is a provision for the regulation of transpiration. Simple breathing-pores 
have but limited capacity of closure. The presence of canal-Hke breathing- 
pores, which are usually capable of closure, upon the sporogoniophores m 
species where the vegetative parts have only simple breathing-pores, is no 
doubt due to the fact, as Ruge has pointed out, that an increased protection 
against transpiration is required in the former positions®. In the genus 

* It is an open quescion whether the species I investigated is the same as D. trichocephala in 
which Douglas Campbell (The Structure and Development of the Mosses and Ferns, London, i 95 , 
p. 49) found analogous features. 

^ See Goebel^ Die Musdnecn^ in Schenk’s Handbuch dcr Botanik> ii (1882), p. 327, where say. 

‘ From what I have seen in Preissia, where the Jowerroost tier consists of four cells, I be levc wc. 
may assume that they have the capacity to close the breathing-pore and thus to function as actua 
guard-cells; KamciliDg (Zur Biologic und Physiologic dcr Marchantiacccn, in Flora, Ixxxiv, 
Erganzongsband zum Jahrgang 1897, p. 37) U not jusiificd then in his remark, that the opening 
and closing of the breathing-pores in Marchantiaceae has hitherto been unrecognized. 

5 This is very evident in the case of stalked anlhcridiophorcs, but not so in the senile ones o 
Fegatella, The air-chambers are in this genus small, and chiefly serve for respiration. c < iminu 
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Exormotheca (Fig. 67) there is a peculiar disposition of the breathing-pores'. 
The air-chambers of the thallus arc so high that seen from above the thallus 
appears white, and the breathing-pores are at the end of high chimney-like 
processes. The air-layer, which lies here in the thallus above the assimila¬ 
tion-tissue, acts as a kind of insulator against intense heat, in the same way 
as do the dead portions of the leaves which enclose air in many Musci, for 
example Bryum argenteum. 

In Fegatella conica, which inhabits moist localities, tl\cre lie under the 
breathing-pores beak-like cells containing but little chlorophyll which, acting 
as evaporation-cells, increase the transpiration-. The construction of the 
assimilation-tissue in these Hepaticae stands otherwise also in evident rela¬ 
tion to the transpiration as well as 
to the intensity of the light. In the 
simplest cases the side and ground 
walls of the air-chamber act as as¬ 
similation-tissue.; in Cyathodium the 
roof does so as well. This i.s also 
the case in the germ-plants of iMar- 
chantia polymorpha, but subsequent¬ 
ly confervoid septate ccll-threads 



sprout from the bottom, sometimes /v'<l^Y\A 

also from the sides and roof, of the ( I / Ot 

chamber; the same features are found 

in Boschia, Preissia, Lunularia, Fc- ^ 

gatella, Targionia; on the other hand J 

in Reboulia, Grimaldia, Fimbriaria, RTHTI 

Duvalia.and some species of Plagio- 

chasma, the whole of the tissue be- ,£r 

neath the upper surface of the thallus S 

exhibits an apparently irregular "pp" 

net-work of small and large air-chambers communicating with one another 
This construction is brought about by the development of cell-plates from the 

and so divT ■•'iP-cIxtmbcrs, and these project into the chambers 

cation hJ r ‘>y The narrower the communi- 

ca on between the several chambers and the breathing-pores the slower 

these f ' The several different conditions of life to which 

these forms are adapted have not, however, been thoroughly investigated 
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Water-tissue. It is of less interest to us that in many Marchantieae 
and Riccicae, which possess a thick thallus, a storage-tissue lies under the 
assimilation-tissuc, and in it water especially can be stored. The formation 
of mucilage may also be regarded as serving the purpose of storage of water, 
and it is found in many Hepaticae, both amongst Marchantieae and Antho- 
ceroteae h The mucilage-cells in the Marchantieae are partly isolated, 
partly in groups, as in Fcgatella. In many species of Anthoccros, and evi¬ 
dently also in Dendroceros, mucilage-pits are formed in the thallus. They 
arc present in great numbers in Anthoceros glandulosus, and have been 
described, even in recent times, as ‘air-canals.’ The formation of mucilage 
here is intercellular not intra-cellular as it is in Marchantieae^. Wc have 
no experimental proof of the importance of the formation of mucilage, but 
it is striking that it is so abundant in a hygrophilous form like Fegatella. 
Its relation, however, to water-storage is much more probable than the purely 
mechanical function ascribed to it by Leitgeb. 

Sclerenchyma. It is not the plan of this book to deal with anatomical 
details, therefore I merely mention here that in many thallose Hepaticae. 
for example Preissia, Blyttia, and others, sclercnchyma-fibres arc found. In 
many forms with strongly thickened cell-membranes the thickening has 
clearly not a mechanical function, but is chiefly connected with storage of 
water. The membranes are capable of swelling and can retain more water 
the thicker they are, and this is probably the reason for the occurrence of 
such membranes in the cells of the stem and leaves of Lepicolea ochroleuca. 
The differentiation of the tissue in the stems of the foHose forms is other¬ 
wise so simple that it requires no further mention here. 

3. HYDROTROPISM. 

The influence which their lelationship.s to water have upon the disposi¬ 
tion of the Hepaticae with reference to their substratum requires still more 
accurate investigation. 

II. RELATIONSHIPS TO GRAVITY. 

The relationship to gravity has only been studied in the Marchantieae. 
In the forms which live upon the bark and leaves of trees negative geo- 
tropism if it exists is only feebly expressed, as they grow clinging to the 
surface in all directions. 

III. RELATIONSHIPS TO LIGHT. 

Light has a powerful influence upon the configuration of both the 
thallose and the foliose Hepaticae. Etiolated shoots of species of Mar- 

* See Goebel, Zur vcrgleicheoden Anatomie ^er Marchantieen, in Arbeiten tie* bolanischen Instituts 
in Wurzburg, ii (1878-82), p. 529: also Prescher, Die Schleimorgane der Marchantieen, in Sitzungs- 
berichte der Wiener Akadcmie, Ixxxn, i (1882). For the Anlhoceroteae sec Ruge, Beitrage zur 
Kenntniss der Vegetaiionsorgane der Lebermoose. in Flora, Ixxvii (1893). 

* As in many alpine plants. See Lazniewski, Beitiiigc zur Biologic der Alpenpflanzen, in flora, 
Ixxxii (1896), p. 224. 
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chanticae and other thallosc forms grow erect* and remain narrow and 
folded together : the development of the thallus as a surface, and with its 
characteristic anatomical construction, only takes place in light of sufficient 
intensity-. This influence of light upon the growth in surface may be 
limited only to one side of the thallus. I found a species of Blyttia upon 
the bark of a tree in Venezuela which usually had only one wing, that on 
the side away from the substratum ; the other was only indicated or sup¬ 
pressed. Like appearances are presented by foliose Jungermannieae when 
they grow clinging to a pot and receive their light from above. One row of 
leaves then appears upon the side away from the substratum, that upon the 
other side is reduced to the smallest rudiments''. This conforms with what 
has been already said *, that the leaves arc arrested at an early stage of 
development in etiolated shoots of species of Jungermannieae. What is 
artificially and occasionally developed here occurs in nature regularly in 
some forms. In localities marked by feeble illumination, for example in 
hollows or in dark woods, Hcpaticae grow with the peculiar habit which 
elsewhere is seen in germ-plants or in shoots which arc half-etiolated ; the 
leaves arc feebly developed, chiefly in the form of cell-rows, and the function 
of assimilation is taken on mainly by the elongated shoot-axis. These are 
partly the forms which have been referred to as ‘ rudimentary.’ In most 
of them we have to deal with an arre.^t at a stage of development which is 
passed by others, and this arrest stands probably in relationship to the con¬ 
ditions of the locality, especially those of feeble intensity of light. Experi¬ 
mental investigation of this subject is still wanting. 

The peculiar colouration of the vegetative organs of many Hcpaticae 
has in many cases a relationship to light. Green is the colour of most of 
them but not of all. Every one knows the dark copper colour of the tufts 


This may take [ilacc also in illuminated shoots if they are cultivated in a very moist atmosphere. 

bee Kainerling, Zur Hiologic und Physiologie der Marchanticen, in Flora, Ixxxiv (Eifianzunirsband 
zum Jahrgang 1897). 

* Plants of Marchantia developing from gemmae in feeble illumination grow very slowly, and 
are arrested at an early stage of the formation of their tissue; see Stahl, Ober den Einduss des 
sonnigen und schattigen Stan.lorts, in Jenaische Zeitschrift fur Naturwissenschaften, xvi. In etiolated 
shoots of fegatella I find the assimilation-tissue only in the form of single cells instead of cell-rows 
anti nol dcvclopetl at all in the marginal portions. * 

’See Frank. Die naturliche wagereehte Uichtung von Pdanzentcilen, Lciivig, 1870 p -0 

thTr suppression, but seems to consider it ai 

fir 1 T “Sh.. Let us suppose ,h.at the plant 

5 pr ‘ nr::: S'— 

soecies^of' 11^ ^ phenomenon in the distichously-branchcl Mtisci for example 



78 


VEGETATIVE ADAPTATION IN HEPATICAE 

of Frullania upon the bark of our trees, and more striking still is the dark 
colour of Frullania atrata and F. atrosanguinea, which hang in long strands 
from the trees in the moist woods of the mountains of South America. The 
dark colouration is particularly striking in several Antarctic species of 
Jungermannieae collected by Will in South Georgia. The Gymnomitrieae 
which grow upon rocks have a similar dark colour which is only developed 
m them as in others on the portions exposed to light, and is brought about 
by the deposition in the cell-membranes of the colouring-matter by the 
protoplasm. Red colouring-matters are tolerably common, for example in 
Physiotium, Scapania undulata, and others; the scales of many of the Mar- 
chantiaceae, and also the under side of the thallus in part, have a purple 
colouration ; the cell-wall of the rhizoids is violet in many species of Fos- 
sombronia. We may agree with Stahl in regarding the dark colouration of 
many Hepaticae as well as of many mosses as having a relationship to the 
absorption of heat'. But this point requires experimental investigation. 
The short statement by Jonnson^ that dark-coloured individuals of Frul¬ 
lania Tamarisci respire and transpire more feebly than green ones is not 
sufficient basis for the settlement of the question. 

We do not know w'hethcr the yellow colouring of many species of 
Lcpicolea has any biological significance 

IV. RELATIONSHIPS TO OTHER ORGANISMS. 

Reference has been already made to the animal lodgers of the Hepaticae, 
and now we have to consider the symbiosis of Nostoc with Blasia and 
Anthoceros, and the protection against animals which the Hepaticae 
exhibit. 

The mucilage-pits of the Anthoccroteac arc regularly inhabited by 
colonies of Nostoc. The hormogonia of Nostoc penetrate the mucilage- 
slits and grow into colonies. Their presence has a curious effect upon the 
mucilage-pit, it closes and the cells of the wall of the pit grow out into 
tubes which branch and enter into such intimate contact with one another 
and with the colony of Nostoc that the appearance is produced of a paren¬ 
chyma-tissue within the intercellular space ^ 

The leaf-auricles of Blasia are similarly inhabited by Nostoc, and other 
Cyanophyceae may also be met with in them. These cause an enlargement 
of the auricle and the formation of a much-branched tube which, spreading 
from a single cell, grows into the colony. 

We have no experimental evidence giving us an explanation of this 

' Stahl, ttber bunte Laubblattcr, in Annales du Jardin bolaDiqae de Baitenaorg, xiii (1896), 
p. 168. 

’ Jbnnson, Rechcrches sur la respiration cl I’assimilation dcs Mnscin^es, in Comptes Rendus, cxi* 
(1894). . 

* See Czapek, Zvir Chemic der Zellmerobran bei den I-nuli- und Lebermoosen, in Flora, Ixxxvi 
(*899), p. 361. 

‘ Lciigcb, Untcrsuchangen Uber die I-cbermoose, Gr.nz, ▼ {1879), p. 16. 
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symbiosis. Wc can only say of it here, as elsewhere in Azolla and Gunnera, 
that the Cyanophyceac onl)’ enter depressions which form mucilage, and we 
gain the impression that the algae become shut up in them. They find in 
them protection and lodging. Whether they benefit the host or not we do 
not know ; perhaps the colonics of Nostoc serve a.s reservoirs of moisture on 
account of their mucilage •. Other authors ascribe to them the capacity of 
assimilation of free nitrogen like the bacteria of the tubercles of Legumi- 
nosae. These arc, however, all mere conjectures, and c.\perimental proof 
can alone settle the point. 

Many Hepaticae are not eaten by snails or other animals - because usually 
they possess a definite ‘ protective substance.’ Mechanical protection by thick¬ 
ening of the cell-membrane is only seldom met with. It is easy to prove 
by chewing them that man)' Hepaticae have an unpleasant taste. Their 
peculiar smell is also a protection to many against animals, and this odour is 
naturally associated with the presence of oil-bodies K.xpcrimcntal proof of 
this is, however, wanting. The oil-bodies lie isolated in the cells of the 
Marchanticae or they may be in numbers in the cells, and they consist of a 
ground-substance or stroma in which the drops of fatty matter arc embedded ; 
and along with these tannin occurs in the Marchanticae and in other species, 
perhaps also small quantities of volatile oil. At any rate these substances 
so deposited must be regarded as excreta, and they arc found in parts which 
are produced in the dark; but we arc unable at present to say what is their 
significance in metabolism. Kiistcr. who examined a large number of the 
Hepaticae, found them wanting only in Riccia lamcllosa, Oxymitra pyra- 
midata, two species of Clevia, Metzgeria furcata^ and Metzgeria pubcscens, 
jungermannia bicuspidata and J. Michauxii, whilst other species of Riccia 
possess them. They appear to be altogether wanting in Anthoceroteac. 


IV 

FERTILE SHOOTS AND PROTECTION OF THE SEXUAL 
ORGANS OR THE SPOROGONIA OF HEPATICAIC 

The structure of the sexual organs and their products has been already 
described ^ Here wc have two points to notice, the disposition of the 
sexual organs, and the influence which the appearance of the sexual organs 


1 in Schei.k’s llandbucl. der liotanik. ii .88,360. 

^ Stahl, Pfldnzcn unci S^hnecken, Jena, 1888. 

^ * See p. 9. 
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has upon the vegetative organs, an influence which finds expression in 
changes of form of these, and in the development of envelopes for the sexual 
organs or the sporogonia. 

I. DISr’OSITIOX AND PROTECTION OF THE SEXUAL ORGANS 

OR SPOROGONIA. 

No reference is required here to monoecious or dioecious conditions 
because they occur in one and the same genus, for example in Pellia. 
That dioecious forms, in the absence of male plants, are not fertile is 
a matter of course, but it may be seen in a very striking manner in Lunu- 
laria vulgaris, which for a long time has been known in North Europe in 
female examples only *, this form having been introduced probably in orange- 
casks from South Europe. It has increased by gemmae, formed groups of 
archegonia but no sporogonia. 

In the thallose forms the sexual organs always sit upon the dorsal or 
upper surface of the thallus. In Riella, where the existence of the wings 
gives an appearance of another arrangement, the disposition of the sexual 
organs is the same (see Figs. 9, 10); the antheridia are sunk in the many- 
layered wing; the archegonia arc found on the two sides of it. Leitgeb 
has divided the Jungermannieae into the two groups of acrogynous and 
anacrogynoHs according to the point of origin of their archegonium. In 
the acrogynous group, to which the majority of the foHose forms belong, 
the apex of the stem is used up in the formation of archegonia: in the 
anacrogynous group this does not occur, yet Calobryum approaches the 
acrogynous form.s inasmuch as there are here terminal groups of archegonia 
and antheridia (Fig. 37). 

In the anacrogynous Jungermannieae and in the Marchantieac, two 
methods of disposition of the sexual organs may be observed ; cither they 
are disposed irregularly, as for example in Riccia, Fossombronia, the 
antheridia of Pellia, and others, or they are arranged in more or less sharply 
limited groups. In the former series of cases, and sometimes also in the 
latter, the shoots which bear the sexual organs continue their growth after 
the formation of these; but if they are constructed as short shoots (see 
Fig. 68), they are naturally more sharply marked off from the vegetative 
branches. 

The primitive disposition is the diffuse as it is found in Riccia. Here 
the neck of the archegonium reaches beyond the .surface of the thallus, 
whilst the lower portion is found in a pit. The antheridia arc also sunk, 
and completely so. The mouth of the pit in which they sit piojects more 

' The statement in books that male plants are rare in the .South is incorrect. I found them 
everywhere when I looked for them in Florence. Rome, Naples. Sicily. That Lunularia sehlo 
fruits in Italy is probably a consequence of its period of fertilization hapiKning in sprmg w 
the requisite moisture for the process is often wanting. Cu 1 tivate«l examples ruit a un an y 
Munich. 
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or less beyond the thallus and is pierced by a narrow canal ; in general the 
pit-mouth projects beyond the thallus as far as does the neck of the arche- 
gonium, but this requires further investigation. When the anthcridia 
discharge their contents they press their mucilaginous content, including 


the spermatozoids, out of the narrow canal 
travci-sing the mouth of the antheridial pit, 
and owing to the narrowness of the canal 
there may be a gradual emptying of the an- 
theridium. The spermatozoids may either 
swim freely to the archegonia which usually 
stand in a channel of the thallus, or they may 
be carried to the neck of the archegonium 
by small mites or other animals. As a 
matter of fact the Riccieae are usually found 
in very moist localities. 

Monoclea forms groups of anthcridia 
which resemble those of many of the Mar- 
chantiaceae. The shoot which bears the 
antheridial groups does not stop its growth 
upon their production, but that bearing the 
archegonia does so. 

In Aneura (Fig. 68) the sexual shoots 
lag behind the sterile ones at a very early 



Pig. 6S. Aneura {Pseudoneum erio* 
i*aul(s hearing aniheridial branches. Mag« 
nidcci Si 


period in growth, and appear in consequence as lateral appendages 
upon the margins of the thallus. These shoots 
produce either antheridia or archegonia. and 
with their appearance the growth of the shoot j 
ends. Male and female sexual shoots are found ^ 
upon the same plant, for example in Aneura j* 
multifida, but they may be upon different 
plants. The antheridia arise in progressive 
serial succession and are sunk in the tissue of 
the shoot which bears them. As they stand 
close together in the greater number of cases 
the shoot has a wavy appearance. 

About the archegonia of Aneura there are 





arrangements which, whilst they protect the t±'Zv? T&'Sll 

archegonia, are also specially fitted to retain 
drops of water which are so important for fJ.UoSJr t 
fertilization. This is a point which has been 

hitherto overlooked. Fig. 69 shows a group of archegonia from above. 
It is surrounded by an envelope, and this is formed from the two 
margins of the thallus first of all, and then by a scale-Hke growth from 


82 


FERTILE SHOOTS IN HEPATICAE 

the posterior end of the sexual shoot. It is specially noteworthy that 

the margins of the thallus of the sexual shoot have grown out into a 

senes of distina scales. 5 ,. 5 ^. on the left side of the figure. These 

are to be considered as an indication of a formation of leaves and they 

appear only upon the sexual shoots, not upon the sterile ones. The long 

drawn-out lobes of this envelope form an apparatus which holds water- 
drops. 

Whilst in Aneura modified lateral twigs of the thallus are formed for 
the purpose of bearing the sexual organs, in Hymenophytum and Metz- 
geria there are ventral shoots which perform this service. The species 
of Hymenophytum shown in Figs. 13 
and 19, exhibit these short shoots which 
bear the sexual organs, in this case 
the archegonia, upon their upper side. 



PIG. 71. Symphyo^n a. Groop of archegonU 
in vortical section. To the left the periehamum 
Fjo. 70. Blyttia Group of archegonia in vertical which is conposed of one simple scale only. To 

section. Surroundine the group is the cup-like peri* the right the thallus. The embryo has burrowed 

chaetium and within this the primordiore of the ' perianth * into tne tissue of the stem beneath the arche* 

y>y* gonlum, this tissue has originated by growth 

accompanied by cel I-multi plication after fertilisa¬ 
tion. 

The groups of archegonia are surrounded by a cup-like envelope, the 
perichaetium * (Fig. 13,y), which is split up into different scales, as in 
Blyttia (Fig. 70), and this slit perichaetium forms an apparatus for collect¬ 
ing water-drops, like the structure described in Aneura. Within the 
perichaetium there is developed after fructification a second envelope, the 
perianth (Fig. 13, 5 ) for the protection of the sporogonium. This perianth 
is also seen in Blyttia (Fig. 70, /,/). In Metzgeria no special envelope 

* We shall, in order to avoid coofused nomenclature and the coining of new words, name ^e 
envelope which invests the group of archegonia ii/tfre fertilization, and which serves for fixmg 
the drop of water, the perickaetium, and the envelope which grows out only after fertilization the 
perianth. Many Hepaticae have only ft perichaetium, othen, like Hymenophytum, have also a 
perianth. 
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exists ^ its place is taken by the concave curvature of the sexual shoot 
itself. In Symphyogyna (Fig. 71) the group of archegonia is protected by 
a single scale-like growth of the thallus which forms a perichaetial scale, 
whilst the antheridia stand singly, covered over by a small scale on the 
dorsal side of the thallus. This position I assume to be the original one 
for the archegonia. The behaviour of Morkia points in this direction. In 
it there are, outside the perichaetium, some single scales; whilst in Blyttia 
these are united more or less to a scalc-like envelope. Such a homology 
can only hold, however, within one genus or within a very near cycle of 
affinity, and in other Hepaticae the perichaetium arises certainly in another 
way than by the union of scales. In Pcllia, at least in P. calycina, the 



perichaetium is like that of Blyttia, only that its mouth inclines towards 
the apex of the thallus, as there is formed, not only be/iittd the archegonial 
group, reckoned from the vegetative point, but also in front of it, a growth 
which after fertilization grows out strongly and forms with the scales the 
envelope of the sporogonium. 

The combination of the archegonia in groups increases evidently the 
probability of fertilization. Usually only a single embryo develops into 
a sporopnium. and this bores into the tissue underneath the archegonium • 

m P. calycina I have occasionally found two sporogonia within one envelope 
but they were unequally developed. ’ 


fore U U taiWe hi U fo Metzgeria australis, and there¬ 
in consequence of the strong incurving''of'thTi’ItL*"shU\^'°'’^ ®P“““ 
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In Sphaerocarpus the sinking of the antheridia and archegonia in the 
thallus is impossible because this only consists of a few cell-layers. Here 
the cells lying around the incipient antheridium grow up around it, and 
this envelope forms the perichaetium which arches over the apex of the 
young antheridium and ends in a lobed projection with an opening at its 
point. A similar perichaetium surrounds the archegonium (Fig. 72). 
These perichaetia contain chlorophyll and evidently perform some work as 
organs of assimilation. 


In Fossombronia (Fig. 61) and Haplomitrium, the antheridia stand free 
upon the surface of the stem ; in youth they are protected by the leaves of 

the terminal bud. Occasionally they, as 
well as the archegonia, are protected also 
by scales which we may, with Leitgeb, con¬ 
sider as the remains of the protecting organ, 
no longer constantly formed, which the true 
thallose ancestors of Fossombronia pos¬ 
sessed. With the appearance of leaves they 
became superfluous and degenerated. But 
the case of Treubia^ shows that this hypo¬ 
thesis cannot be generally applied. In it 
the dorsal scales belong to organs of the 
plant which constantly occur, evidently 
because they share in the protection of the 
vegetative point. Calobryum forms a tran¬ 
sition to, or rather a parallel formation with, 
the acrogynous Jungermannieae in so far 
as its archegonia and also its antheridia 
form terminal groups upon the leafy shoots, 
and conclude the growth of the latter. 

Marchantiaceae. The Marchanti- 
aceae are distinguished by the fact that in 
them the transformation of the vegetative 
shoot-axis into sexual shoots reaches its extreme. The sexual shoots 
here form the peculiar antheridiophores and archegoniophores which we 
know in Marchantia, Preissia, and others. In the series all gradations 
from simplest up to the most complex development are found. We may 
distinguish three chief stages:— 

1. Diffuse disposition of the sexual organs, as in Eiccia. 

2 . Combination of the sexual organs in groups without transformation 
of the branches which bear them. This is the case in Corsinia where the 
archegonia stand in pits which are developed by the suppression of the 



Pjg. Plagiocliasma Aitonia. Male 
plant uith five antheridial groups seen from 
above. The )OQnger groups* like the vege¬ 
tative point, are protect«'d by overlapping 
scales. They form the perichaetium oi the 
antheridial groups. Magnified 8. 


* Sec p. 39. 
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assimilation-tissue ; further, we find it in Plagiochasma (Fig. 73), where 
antheridial groups are repeatedly developed upon the back of the thallus 
and are protected by enveloping scales. The envelope-scales form the 
pcrichaetium and take origin in the same way as the ventral scales of the 
thallus already described ‘. The archegonial groups are ensheathed in 
similar perichaetial scales, which stand erect, and thus can readily hold 
water by their apices, and so favour fertilization. In Plagiochasma I found 
two groups of archegonia at the base of one papilla and enclosed by an 
outgrowth which formed a shell-like envelope. The papilla is constricted 
below and rounded above, and then, shortly before ripening of the arche¬ 
gonia, it grows out, so that the constricted part below the archegonia be¬ 
comes elongated into a stalk. There is thus formed a structure very like the 
stalk of the archegoniophorc in Marchantia and others, but which has quite 
another origin. There are in Plagiochasma then very simple means for the 
protection of the archegonia, for the 
furthering of fertilization, and for the 
favouring of the distribution of the 
spores. The head of the archegonio- 
phore, if it develops chlorophyll-tissue, 
which is not always the case, has sto¬ 
mata of the usual canal-like form *. 

3. T/ic sexual organs arc borne 
upon special shoots which are trans¬ 
formed into radiately branched axes 
of limited growth. Marchantia and 
Preissia furnish well-known illustra¬ 
tions of this, and the sexual branches 
in them owe their origin to a repeated 
forking of the vegetative point of the fertile shoot. The summit of the 
antheridiophore is disk-like (Fig. 74), and that of the archegoniophore is 
cap-like. These structures have been often described and yet their bio¬ 
logical significance has not yet been explained. Why should male and 
female sexual branches have a radiating construction? Why should the 
male be differently formed from the female, and why should both be 
stalked, although this appears to be useful only for the female in con¬ 
nexion with the distribution of spores? What significance have the 
different envelopes of the sexual organs ? 

This disk is not actually radial but symmetrically divisible by only 
one plane. This appears much more conspicuously in species of Marchantia 
other than the endemic M. polymorpha. The fact that the disk of the 
antheridiophore consists of branches of the thallus each with progressive 



Pig. 74. Marchantia polymo^ha. male plant 
with two antheritliophores of dinerent cup for 

gemmae. vertical section of antheridiophore; o, 
antheridium sunk in the disk; the verticalsciita; 
r; rhitoids; /, thallus. As natural size. magnided. 

Lchrb. 


‘ See p. 30. 


* See p. 74. 
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formation of antheridia at its vegetative point, may be connected with the 
fact that in this way spermatozoids capable of doing the work of fertiliza¬ 
tion become available for 
a long period. 

As to the difference 
between the antheridio- 
phore and the archegonio- 
phore, it is evident that the 
antheridia remain per¬ 
manently upon the upper 
side as in all other Hepa- 
ticae; the archegonia are 
laid down upon the upper 
side, but are displaced to 
the under side where they 
have a protected position. 

The disk-form of the 
summit of the antheridio- 
phore has relation to its 
function. The lie is directed 
somewhat upwards. If a 
drop of water, say a rain¬ 
drop, fall upon the disk it 
spreads out quickly there¬ 
on it, as Strasburger has re¬ 
marked *; and if the an¬ 
theridia are ripe they 
empty their contents into 
the drop of water, and 
when a new drop of water 
falls upon the disk, it will 
wash off the greater part 
of the previous one con¬ 
taining the spermatozoids. 
The disk being stalked it 
is enabled to throw the 
water-drop with the sper¬ 
matozoids further than it 
reaches the cap of the 

* Strasburger, Die GeschlecbtsorgaDe ond die Befruchiuog bci Marchantia polymorpta, in 
Prtngsheim's Jahrbucher, vii (1869-70), p. 49. 

* Whilst the advantage of the stalk of the archegoniophore In facilitating sporc-distribotion is 
clear, that of the stalk of the antheridiophore is not so evident. Might it be a survival like the nipples 

^ male Mammal t The explanation I have given in the text seems to me the true one. 



Fig. 75. Marchantia polymorpha. female plant with four arche- 

Natural size. 
the cap: 
ertical section 


. .. - --- ...Orp...*. (wlimiV |/4« 

gonjophores of diHerent ages; cup for gemmae. 
cap of an arcbegoni^hore seen from below; rays of t 
penebaetiam; young sporogonium. Magnified 3. C vertical section 
w the cap of an aroiegoniophore: h, peiichaetiam. Magnified 5. 

young sporogonium still w*ithin the archegonlal venter in vertical 
action: the seta; sp^ sporogenous tissue; kw^ wall of capsule; 

y, wall of venter of archegouiam ; h, neck of arcbegonium ; A ‘ peri- 


section 

anth.* Magnified 70. £, n^tured mrogonium 

and elaters arc issuing; A wall of capsule; c, .. 

A ' perianth.' Magnified 10. J*\ an dater. spores. Magnified 315. 

.f, spore ; vA, germ-lube; A germ-disk ; v, vegetative 
point of the )[^oung plantlet; rA, its first rhizoid. Magnified lOO. Q 
after 


from w'hicii the spores, 
venter of arcbegonium: 

ified 


• r —* AW. « f 

'i,g«™plAnt; spore; vA, germ-tube; A germ^Jisk; 1 
omt of the young plantlet; rA, its first rhizoio. Magnified 
ftcr Bischoft. S, after Kny. Lehrb. 

could were it unstalked ^ If such a drop 


ID a 
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archegoniophore from below, the incurved rays of the cap hold it firmly. 
If the drop falls upon the upper surface of the cap, and it may do so 
easily so long as the cap is unstalkcd, it docs not lie upon the convex 
surface of the incurved rays, but flows down in the grooves between them, 
carrying the spermatozoids to the groups of archegonia which in the un¬ 
stalked cap have their necks directed upwards* and arc therefore readily 
fertilized. The necks of the archegonia arc subsequent!)’, when the cap 
is raised up on its stalk, directed straight downwards, and fertilization can 
then only be brought about by water coming up from below ; but such 
a movement of spermatozoids between the bundles of rhizoids upon the 
stalk appears to me to be highly improbable. 

In addition to the incurving of the ra)’s of the cap, which only later spread 
out if the sporogonium develops, the perichactium also supplies a mechanism 
for holding drops of water (Fig. 75, />, //). This envelope corresponds to 
the mussel-shell envelope, which envelops the group of archegonia in 
Plagiochasma. In addition, there is around each archegonium a special 
envelope, the perianth (Fig. 75, D, /), which before fertilization appears as 
a low ring around the base of the archegonium, and subsequently grows 
over it. This envelope is, with reference to other Marchantiaccae, an 
entirely new formation, and it seems to be connected with the necessity of 
providing a strong protection against drought to the )’oung sporogonia 
which are seated upon the stalked archcgoniophorc. It is absent in forms of 
Marchantiaccae, which grow in shaded localities, or in which the sporogonium 
is only borne on a long stalk at a late period of development. 

We have thus endeavoured to bring the conformation of the antheridio- 
phoreand archegoniophore of Marchantia into relation with three factors 

1. The distribution of the spermatozoids and the securing of fertilization. 

2. The prolongation of the possibility of fertilization over a long period, 

and with this is connected the fact that several sporogonia may 
be found in each group of archegonia, and that there may be there¬ 
fore more sporogonia than there arc rays to the cap. 

3. Protection of the sporogonium and the distribution of spores. 

Let us compare now another nearly allied form which has an altogetlier 
different mode of life;— 

The genus Dumortiera - develops the stalk of its archegoniophore only 
after fertilization has taken place, and from this we might conclude that the 
antheridiophore should be unstalked. This is the case. The stalk scarcely 
deserves the name, and at most it serves to facilitate the throwing ofif of water 
from the antheridial disk. As the genus is hygrophilous we should not 
expect a special envelope to the archegonium, and I have found no trace of 


‘ In response to what 'stimulus’? 

' See p. 73. I examined two species which I collected in South 
species D. irrigna. 


America, and the Canary 


Island 
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it, and in this I differ from Leitgeb*. The cap of the archegoniophore is 
not provided at the time of fertilization with rays, but is only slightly nicked 
at the edge. The rays which appear later are a consequence of the strong 
development of the perichaetia surrounding the several archegonial groups. 
Each penchactium has a narrow funnel-like mouth out of which the necks 
of the archegonia project to a considerable extent, and it is filled with 
mucilage The numerous scales which are found upon the cap are very 
striking; they are partly curved upwards, partly directed downwards, 
and they form a net-work for the firm retention of the water contain¬ 
ing the spermatozoids. The entrance of the spermatozoids into the open 



Fig. 76. Radula tjiboden$>9. An archr^nlal at the end of the stem. leaves of the penchactium ; 

Pt\ incipient perianth. Tufts of rhiroids are shoati springing forth from the watersaes. 

neck of the archegonium is determined by chemotactic influences, and only 
one sporogonium is produced from each archegonial group. In Dumortiera 
the biological relationships, fertilization, distribution of spores, and so 
forth, arc essentially the same as in Plagiochasma, whilst the morpho¬ 
logical features are different, and we have here an instructive example of 
how the same end is reached by different means. 

Acrogynous Hepaticae. In the acrogynous Hepaticae the pro¬ 
tection of the anlhcridium is effected by the leaves which are often charac¬ 
teristically formed for this purpose, and they have in their axil one or many 
antheridia. The archegonia also, which may be solitary as in Lejeunia and 
Phragmicoma, or in groups of two to three in Frullania, or of a larger 

* I-citgeb, Untersuchungen iiber die Lebennoose, Graz, vi (1881), p. 174. 

* The envelope is, as io Plagiochasma, thicker th.nii that in Marchanlia. 
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number in Plagiochila, Jungermannia, of as many as a hundred in Lopho- 
colea, are at first surrounded by leaves which form the perichactiiim (Fig. 
76 Pc). These leaves are distinguished from the vegetative ones mainly by 
their great size and by the absence of the adaptations of the latter, such as 
the formation of water-sacs. Where the sexual shoots are orthotropous am- 
phigastria often appear in the pcrichaetium, even though they be absent from 
the vegetative shoots; but from sexual shoots 
which are not orthotropous, for example those 
of Radula, amphigastria are absent as com¬ 
pletely as they are from the vegetative shoots. 

Further, most forms possess an organ which, 
at the time when the archegonia are ripe, 
appears as a low annular wall (Fig. 76, Pi ); 
this grows out later as the perianth, and 
is commonly considered as being formed 
of three concrescent leaves, although I think 
the interpretation is doubtful. It appears to 
me to be much more likely that the perianth 
is the descendant by inheritance of an organ 
present in thallosc ancestors. It is not 
present everywhere; it is wanting in Tricho- 
colea, Gymnomitrium, and in the Juiiger- 
mannieae of the group Geocalyceae. 

Trichocolea. In Trichocolea pluma 
(Fig. 77), which 1 collected in Java, an arche- 
gonial group is found at the end of a thick 
branch clothed with leaves and numerous para- 
phylHa, and from this, as usual, only one sporo- 
gonium is formed. The archegonium in which 
fertilization is effected achieves only an insig¬ 
nificant growth, but the embiyo penetrates at 
an early period into the tissue of the stem 
which furnishes it with the necessary protection, and acts as substitute for the 
wanting perianth. If we limit the notion of calyptra to an archegonial venter 
which increases in size after fertilization, Trichocolea has no calyptra. Such 
a limitation would be, however, alike useless and untenable. It is incorrect to 
say of this genus that the ‘ calyptra is woolly on account of the adherent invo- 

lucral leaves V There is no concrescence here, and the‘wool’ is formed by the 

para^ylliaa, which as in the vegetative shoot are organs for holding water. 

The significance of the perianth (see also Fig. ^5) for the ripening of 


; ^ffner, Hepaticie, in Engler und Prantl, Die natiirUchen Pflanzenfamilien, p. 110. 
^ 57 * ^ 


^ A 



Fig. 77. TrichocolfA pluma. Fertile 
branch in verlical bretion. Embryo it 
shaded H. neck of (he fertile arche- 

S onium: slcritc archegonia. The 

otieO line gives the outline of an older 
embryo. The relationships are not quite 
conectly given in the figure because during 
development of the sporogonium the upper 
part of the fertile branch grows in length ; 
it docs not remain stationary. 
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the sporogonium is mainly this, it hinders the entrance of water and 
protects from drying up. Only in one form, Anthoceros, do we find water 
in the pit which surrounds the young sporogonium, and this water is 
secreted by separate cell-threads which project into the pit. Probably 
here, as in the case of some Musci in which the dilated calyptra exudes 
water, the water is required by the sporogonium; and this recalls the 
exudation of water in the flower-bud of many Spermophyta. 

Calypogeia. A slimy fluid is also found in the narrow tube at the base 
of which sit the archegonia of Calypogeia ericetorum. Calypogeia belongs 



FiC. 78. Calypoj^eia criceionim. Plant feriile root-like shoot at the translucent end of which the fertile 

archc^oniam is visible. 

to a group of Jungermannicae which has been designated Geocalyceae, 
because the sporogonium is sunk in a hollow branch ^thich in fructification is 
to a greater or less extent pushed into the soil. It has been long recognized ’ 
that this group is a biological one, not systematic^ that is to say, its special 
feature is a character of adaptation which may occur in different groups, 
and we shall see that, notwithstanding opinions to the contrary, the 
adaptation appears in different forms and in different ways. No member 
of this group has a perianth-; other structures do its work and give the 
ripening sporogonium protection, especially against drying, a protection the 
more necessary because the water-supply available to these plants at the 
time of the development of their sporogonium is by no means a certain one. 
In Calypogeia ericetorum (Fig. 78) there arises upon the under side of the 
plant the hollow fertile branch which penetrates the soil like a root, reaching 

' See spruce, On Cephalozia and some Allied Genera, Mahon, 1882, p. 92. Spruce dwells upon 
the relationship of Acrobolbus (Gymnanthe, Taylor, pro parte) with Alicularia, and of Calypogeia 
with Sonthbya. The history of development he gives of the Geocalyceae is incorrect. 

* There is a rudimentary perianth in some species. 
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a length of almost one centimeter. It i-s covered with hair-roots, and comes 
ultimately into a position which facilitates the intake of water, but makes 
difficult the drying up of the shoot. The inside of the hollow branch is 
lined with hair-like cells, and on these there are present special papillae 
{Fig. 19 , t)' 'vhich secrete mucilage and contribute to keeping the growing 
sporogonium moist; they arc later pushed to one side by the developing 
sporogonium. The history of this sac, In which the sporogonium 
develops, has been examined by Gottschc and Ilofmeister. The archc- 
gonia stand primarily upon the upwardly curved apex of a short ventral 
branch which is surrounded by some envelope-leaves. The summit of this 
branch later becomes concave, owing to the 
growth upwards of an annular portion of 
cell-tissue under the point of attachment 
of the archegonial group, in the same way 
as happens in the production of an inferior 
ovary, or of an inflorescence like the fig, 
and thus the fertile archegonium finally 
comes to lie at the bottom of a tube, on 
the outside of which arc some leaves and 
numerous rhizoids. The zone from which 
the growth proceeds is recognizable also at 
a later period (Fig. 79). If it includes the 
points of insertion of leaves, then we find 
leaves on the surface of the tube as in 
Calypogeia Trichomancs; where the inser¬ 
tions arc not included leaves arc absent, as 
in Calypogeia ericctorum. The appear¬ 
ance of leaves on the outside of the 
tube has given rise to the incorrect assumption ‘ that a vegetative point lies 
in an umbilicatc pit at the base of the tube, and that this produces leaves. 
Whence could this vegetative point come? The vegetative point of the 
fertile shoot Is used up in the formation of the archegonia: it must then 
belong to a lateral shoot, and this leads to impossible results. Lateral 
shoots occasionally appear on the fertile shoot of Calypogeia ericctorum, 
but in quite another position. 

Gymnanthe. The method of formation of the tube or sac for the 
sporogonium in Gymnanthe saccata is somewhat different from that observed 
in Calypogeia, and has hitherto been incorrectly described. In Calypogeia 
the calyptra is almost completely concresccnt with the tube of the fertile 
shoot, but this is not the case in Gymnanthe saccata. Springing from the 
under side and near the apex of its obliquely ascending stem (Fig. 80, i), is 



FlO. "O* Calypogeia ericctorum. Hair<lia« 

f rammatir rrprcftrntaiion of a fertile in 
>ngi(udiiial section, p, timcilagv (wipilla; 
E, <’mbr)*o; «V. nutritive tissue of the 
.r/. of the archegonium: Ak sterile archegonium. 
The sh,i<ling imiicates the xonc whence growth 
of the sac chiefly proceeds. 


‘ Schiffner, Hepalicac. in ICnglcr und PrantI, Die natUrlichcn I’llanyenfainilien, p. 70. 
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a thick, fleshy, brownish body upon the outer side of which I found but few 
rhizoids. It appears to me, from an examination of dried specimens, doubt¬ 
ful if this sporogonial shoot is really pushed into the soil. It is possible 
that it bends down the plant by its weight ; this, however, can only be deter¬ 
mined by the examination of living plants, In the juvenile stages tJure is 

no sac only a solid fleshy body upon the 
summit of which there are a number, about 
twenty, of archegonia. The archegonia are 
I found, as a comparison of the longitudinal 
with the transverse section shows, in a 
shallow pit, covered in great measure by 
the neighbouring leaves. These stand about 
the apex of the shoot, and the tissue of 
the shoot has grown out somewhat about 
them and forms also underneath the arche- 
gonial group a tuber-like outgrowth. The 
embryo bores into the tissue which, in the 
case examined by me, contained no starch 
but inulin, and dissolves the central portion 
of it so that an actual sac arises, upon whose 
summit the sterile archegonia and the very 
slightly developed calyptras are found h 
But it is remarkable that the tissue which 
the embryo has to penetrate here is, at first, 
so massively developed, and the embryo 
follows it in its growth. Evidently the 
tuber is formed only after fertilization and 
doubtless furnishes the material at the cost 
of which the embryo grows. The fleshy 
Fic. 8o. Gymn.inttie saccau. i, plant character of the tubcr is evidently connected 

beiifing: a Sac/ Marnitied 2. If> Sac'in . « . . • i- j x 

longitudinal sr*ction : the embryo indicatec! morC With thc OrOVlSlOn Of 311 3 dCCJU 3 tC lOOO* 
by dots. Ill, lltc stialloA’pit upon thc uppcT . . • • « ^ i_ ^ 

side of the *$ac’ in which thc archcgoma SUPpIv than With tnRt Of WatCr, beC 3 USC Oym* 
stand; seen in transverse section. , • ‘x* 

nanthe saccata is adapted to a moist position. 

From the biological side then the sac-ti.ssuc does not correspond in essen¬ 
tials with the sac of Calypogeia, but with its archegonial foot, which is only 
developed after fertilization, and into which thc sporogonium penetrates. 

* My iovestigntions liavc led me to a different result from that readied by Slcphani, Hepalicac 
Austr.aliae, in Hedwigia, xxviii (1*89), p. 276, who says ‘ thc basal portion of thc calyptra is soon con- 
crescent with the wall of thc sac, and as this elongates progressively thc calyptra grows out into a 
long tube at whose base the sporogonium sits.^ This description proceeds from the assumption thjU t e 
development is originally like that in Calypogeia, and that there is formed an actual sac with w tc e 
calyptra is united, Such a concrescence docs not take place, and the process is much ^ ^ 

observed in the penetration of the embryo of Blyttia and others into the tissue lying below t era. L 
have, since thc above was written, seen living specimens in New Zealand, and convinced myse I a 
thc ‘ sac ' never touches the ground.] 
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disposition of sexual organs 

A further obscure notion which is found in the literature of Hepaticae concerns 
these geocalycean Jungerinannieae, that of the ‘ involucel.’ This is said to be 
a special ‘second envelope’ which is developed ‘within the caiyptra ; but so far as 
I see it is only a collar-like outgrowth upon the suctorial swollen base of the sporo- 
gonium. To speak of an involucel seems to me superfluous. A similar collar is 
found, as Gottsche has shown, in Fellia epiphylla and elsewhere. We have here 
only a surface increase of the ‘ haustorium ’ in connexion with the peculiar con¬ 
figuration of the sac, not an ‘envelope.’ 

2. SUMMARY. 

If now we review the relationships which I have depicted, we sec that the 
differences which the sexual shoots show as compared with the vegetative 
ones can be interpreted, at least mainly, from the biological standpoint. 
We have on the one side the securing of fertilization, and upon the other 
side the protection and nutrition of the growing sporogonium. A phyletic 
derivation of the different forms of construction is at the present time 
impossible, or only possible in a very limited sense. The several genera 
have indeed in many cases reached the present construction of their sexual 
shoot by very different ways, and as the result of ‘ inner ’ causes. 
In consequence of this many parallel formations occur. As such we 
may note the envelopes which arc formed about the single archegonia in 
Sphaerocarpus and in the Marchanticac, the perianth of Blyttia, and of 
the foliose Jungermannicac and others. It is noteworthy that in the sexual 
shoots there is frequently an indication of leaf-formation, even in the 
thallose forms, as we see in Aneura and in the covering scales of the 
antheridia in Morkia, and elsewhere, and this fact will be referred to again 
when the hypothesis of the phyletic origin of the acrogynous Jungerman- 
nieae is discussed ^ 


V 

THE SPOROGONIUM OF HEPATICAE 

1. STRUCTURE AND LIFE-RELATIONSHIPS OF THE 

MATURE SPOROGONIUM. 

The increased interest which has been shown in the developmental 
history of the Hepaticae during the past decades has brought it about 
that the structure and the life-relationships of the mature sporogonium 
has not received satisfactory consideration. I therefore put this subject 
prominently fonvard, as the mature condition is the ultimate aim of all 
development, and is therefore the most important 

* Seep. IIS, 

See Goebel, Arcbegoniatenstudien: VI. tJber Function nnd Aniegung der Lebermoos-EUteren 
m Flora, btxx (1895), p. I. 
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The production of the spores is the common function of all sporogonia, 

as the name indicates, and the spores arise by division 

\l I /i mother-cells. The configuration of the 

/ /t^ sporogonium, in spite of its uniform function, is very 

\ K Wdifferent, and the function of distribution of the spores 
V U W frequently associated in it with that of the formation 

spores, and both are accomplished in manifold ways. 

recognize two chief types, on 
the one side that of the series of the Anthoceroteae, 
and on the other that of the series of the Marchantiaceae 
laevis. Thaiiuswithspor^ and of the Jungcrmannicac. In both series there are 
fporogoniu^! in^the parallel formations, for example, the appearance of 
b^Xiike^dumenS) c'is clatcrs, although these have a different construction in 

visible. Natural siie. .1 

uurb. the two groups. 


I. TYPE OF THE ANTHOCEROTEAE. 

Authoceros. We must start from the genus Anthoceros itself (Fig. 8i). 
The long cylindric structure, which is not segmented into stalk and capsule, 
is here characteristic. The basal portion only is somewhat swollen and 
developed as a haustorium from which there pass out many suctorial 



FlO. 82 Antiioceros punctatus. Immature sporiferoas portioo of 
sporogonium in transverse section. SmaJl*celled columejla in the 
centre, connected with the assimilating >i'aH<layer9 by sterile cells 
which would become elaters. Between these sterile cells are the spore- 
tetrads. The epidermis shows one stoma. 


tubes into the mother- 
plant The sporogonium 
has, however,an abundance 
of chlorophyll, and is there¬ 
fore able to assimilate. On 
this account the outer cell- 
layer is provided with sto¬ 
mata which have the same 
structure as those of the 
higher plants (Fig. 82). 
Stomata are known else¬ 
where amongst the Bryo- 
phyta only upon the sporo¬ 
gonia of some Musci, and 
they furnish thus a remark¬ 
able example of a parallel 
formation. 

In Fig. 82 we have a 
transverse section of a spo¬ 
rogonium of Anthoceros. 


The many-layered wall functions as an assimilation-tissue; in the middle 


runs a narrow-celled strand of tissue, which ultimately projects between 
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the two lobes of the opening sporogonium as a bristle, this is the columella. 
At first it has a mechanical function in relation to the somewhat pro¬ 
longed development of the sporogonium. It forms, in a certain measure, 
the frame-work upon which a net-work of sterile cells is fastened, between 
which the sporocytes lie. The columella has, besides, a nutritive function. 
It passes below into the basal portion of the sporogonium which is con¬ 
cerned with the taking up of water from the mother-plant. Transpiration 
from the surface of the sporogonium is considerable, especially as the 
sporogonium continues to elongate for a long time by intercalary growth; 
it opens indeed at the apex before the s[)orcs are formed in the lower 
part. The columella is then comparable with the ‘central strand ’ of many 
of the Musci in serving as a channel for water. The columella can also 
supply to the sporocytes other substances, and this certainly takes place 
also through the sterile cells between the spores, as they arc in con¬ 
nexion with the peripheral layer of assimilating tissue. These sterile 
cells take on another function at a later period. They separate in 
great part from the wall of the sporogonium and the columella, and as 
they dry exhibit movements of torsion which set the spore-masses in 
movement The single spores, or it may be groups of them, are in this 
way thrown out along with these elaters from the open sporogonium. 
and this proceeds much more energetically in sunlight as will appear from 
what follows. Occasionally as in Anthoceros laevis, A. punctatus, and 
others these elaters exhibit a rudimentary spiral thickening of their cell- 
membrane*, but in other species of Anthoceros. such as A. Vincentianus, 
A. giganteus, A. multifidus, A. denticulatus, and others, and in Dendroceros, 
the spiral thickenings are sharply marked. Elaters with prominent 
thickenings act as more energetic exploding organs than do those in which 
only rudimentary thickening is present. There seems to me to be no 
reason for considering the latter as reduced forms of the others : rather must 
we see in these elaters an illustration within the series of a progressive 
formation of one organ. The elaters in the Anthoceroteae arc distinguished 
from the outwardly similar elaters of the Jungermannieae and Mar- 
chantiaceae, which may also show spiral thickening, by the fact that they 
are composed of cell-rows. 

Notothylas. Douglas Campbell = has recently shown what the con- 
ition IS m Notothylas (Fig. 83), the third genus of the Anthoceroteae, and 
has proved that Leitgeb’s views, which were founded upon unfavourable 
material, are incorrect. The differentiation of archesporium and columella 
proceeds in exactly the same way as in Anthoceros, only the intercalary 


loKgiwdinaUircction. but they do not run with 
* See Douglas Campbell. The Structure and Development of Mosses and Ferns, London, 1895. 
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growth is less marked, and the division of the archesporium proceeds some¬ 
what differently. The structure of the ripe capsule, however, shows remark¬ 
able differences. The sporogonium of Notothylas is much smaller than that 
of Anthoceros and has neither an assimilation-tissue in the capsule nor has 
it stomata. Whether the sterile cells share in the scattering of the spores 
is unknown ^ Further investigation is required to determine whether some 
species of Notothylas want the columella, at least in the ripe sporogonium 2. 
The Anthoceroteae, in all their characters, appear to be a group sharply 
differentiated from the other Hepaticae, and to be of a considerable age. 


1 

Ftc. 83. Notothylas orbicularis, i, thallus in lonfiludinat section; x, apical cell; to the right of this a young 
archegonmm. 9 . af'dan older one; lid-cells; neck<ells. Magnided 6oo. 2, youngsporugonium in longi« 
tudinal section. The shading indicates the archesporium. After Dougfas Campbell. 

2. TYPE OF THE MARCH.^NTIACEAE AND 

JUNGERMANNIEAE. 

The sporogonia of the Anthoceroteae have reached a somewhat higher 
stage of differentiation than that of the lowest type of sporogonium in 
the Marchantiaceae, for in this there is no special arrangement for the 
scattering of the spores. Sporogonia without a distributing m echanism occur 
then amongst the Hepaticae as well as amongst Musci, but such sporogonia 
are either relatively small or if relatively large contain but few relatively 
large spores. Wherever we have numerous small spores there is always a 
special arrangement for their distribution and the sporogonium is differenti¬ 
ated into a capsule which contains, besides spores, some sterile cells which 
serve for the distribution of the ripe spores, and into a stalk whose basal por¬ 
tion is constructed as a suctorial organ. By the elongation of this stalk the 

* Probably they tlo so because their walls show spiral thickening. 

» It may be suppressed early here .ns it is in the Ephemeraceac amonsst the Musci. 
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venter of the archcgouiuni is ruptured and the capsule protrudes. This 
elongation is a rapid one and is due to the great increase in size of the 
stalk-cclls which use up the starch whicli lies within them. The wall of the 
capsule opens in a characteristic manner, the spores are scattered and the 
thin-walled cells of the stalk wither. In contrast with the course of events 
in the Anthoceroteae, the sporogonium has but a short existence here outside 
the venter of the archegonium. It lives chiefly as a parasite at the cost of 
the sexual generation which often forms a special nourishing tissue for it. 


The simplest forms of s[)orogonia are clcistocarpic ; the relatively large spores 
escape from them by rotting of the wall, and there is no special means for distribu¬ 
tion. In the more complex sporogonia the wall, at maturity, ruptures by four 
valves in the Jungermannieae, and in different ways in the several genera of 
Marchantiaceae. According to investigations carried out in the Botanical Institute 
at Municha lid-portion always separates, except perhaps in Targionia in 
which the wall breaks up into several irregular pieces. This lid is either in one 
piece or it breaks up into single cells. The remainder of the capsule forms an urn 
in Reboulia, Grimaldia, and others, splits into four lobes which are afterwards 
divided in Lunularia, rolls itself together in Fegatella, and, in short, shows many 
variations. The illustration and description of the tufts of elaters hanging on the 
points of the lobes in Lunularia, which have been again put forth by Schiffner, are 
altogether wrong, although such an arrangement is found in Aneura. I cannot, 
however, discuss here these relationships, nor give the details of the deviations 
from the usual manner of opening that may be observed in the capsule of the 
Jungermannieae. 


With regard to internal differentiation, wc find in the Marchantiaceae 
and,Jungermannieae the following types:— 

1. The Sporogonium is Difeerentiated into a Wall-layer 
AND AN Inner Space filled only by Spores; this in Riccia and 
Oxymitra. The wall-layer is absorbed early in Riccia and the spores are 
then set free by rotting of the thallus. 

2. The Cells within the Inner Space do not all become 

SPOROCYTES ; A PORTION OF THEM REMAIN STERILE. 

(A) T/ie sterile cells are only nutritive cells, and the sporogonium has 
no stalk, but at the most a short appendage which acts as a sucker; this in 
Corsinia, Riella, and Sphaerocarpus. 

Sphaerocarpus. The most primitive relationships are those of Sphaero¬ 
carpus, for here the difference between sterile and fertile cells sets in 
relatively late. It is remarkable that the wall of the sporogonium at an 
early period separates from the content (Fig. 84. //}, which is surrounded 
u comparable with that which is found in the ‘water- 

cbambers’ of the calyptra of some Musci ^ and which there serves as 


de, Ub.™o.s.p„,o»c„,, i„ Fb,., 
•Seep. 153. 
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a water-reservoir. The sterile cells are distingiiished by their starch- 
content, whilst the fertile ones contain more proteid, a difference which 
appears also in Aneura. The fertile cells are the larger and the dis¬ 
position of the two kinds of cells is such that at first groups of two to three 
sporocytes with a few sterile cells attached to them are formed. The fluid 
which fills the inside of the spore-capsule renders possible perhaps an 
exchange of material, for soluble materials may pass into it from the sterile 
cells and be again taken out of it into the fertile cells. At any rate the 
fertile cells are here chiefly nourished by the chlorophyllous sterile ones and 
by the chlorophyllous wall of the capsule; the short stalk of the sporogonium 
disappears so soon that the sporogonium has from an early period to depend 
upon itself for its nourishment. The division of the nuclei in the sterile 
cells* recalls rather the nuclear fragmentation of the tapetal cells in the 



Pig. S4. Sphaerocarpu^ termtris. A three spore-tel rads and two sterile cells from a ripe sporogonium. 

//, loneitudinal section through a sporoconiom about halMeveloped, the sporocytes are not yet divided; 
calyptra ; Ft perianth. 

anthers than the divisions within the sporocytes. The spores remain in 
tetrads (Fig. 84, /); the sterile cells are still visible when the spores are ripe. 

The method by which the spores are set free, whether by rotting of 
the sporangia! wall or otherwise, Is unknown in Riella and Sphaerocarpus, 
as well as in Corsinia. Probably in them all the spores float away after 
the sporogonium has withered. In Corsinia the sterile cells, as in Sphaero¬ 
carpus, are still living at the time of the ripening of the spores, and are pro¬ 
vided with small chloroplasts ; they also serve as nutritive cells, but are 
externally much more like elaters than are those in Sphaerocarpus. 

(B) The sterile cells (ire provided with usually spiral thickenings, 
they are spindle-formed and sometimes branched; they are dead at the 
time of ripening of the spores and they take a share in the distribution of 
the spores. This is effected in different ways; sometimes in the process 

‘ Frequently nuclear division is followed by a retarded formation of ccll-waU (see Fig. 84, 1 , to 
the left). 
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of drying spring-like movements of the sterile cells are induced, and these 
arc the more energetic the quicker the process of drying'; sometimes after 
the openingof the sporogonium hygroscopic movements bring about the forma¬ 
tion of a loose framework which occupies a larger space than in the spore- 
capsule and from which the spores are gradually removed by air-currents. 

The hygroscopic movements of different strength brought about by 
varying rapidity of drying must be kept in view in the following grouping 
of forms. The two groups, in one of which 
the elaters act as ejecting-organs whilst in the 
other they do not, are not sharply separated 
from one another, and in both groups there are 
different types to be distinguished. 

I. The Elaters act as Organs of 

Ejection. 

A. There are no Elaterophores. 

(a) Type of Jungermannia. The elaters 
are free ; they are not fastened to the wall of the 
sporogonium and have no definite arrangement 
inside the capsule. The capsule opens by four 
valves, and the moist mass of spores and elaters 
is thus exposed to drying. So soon as the wall 
of the capsule ruptures the ejection of the spores 
begins ; it lasts only a short time usually and is 
all over in a few minutes. The existence of the 
sporogonium finds in this its end. Different 
species of Jungermannia show this method, also 
Plagiochila, Chiloscyphus, and others. A modi¬ 
fication of it. leading on to the next type, is 
observed in Jungermannia bicuspidata (Fig. 85), 

J. tnchophylla, and others. In them the very 
long elaters are fastened by their base to the 
wall of the sporogonium ; they converge inwards 
towards a zone free from elaters. In the open 
sporogonium the spores are seen invested by 

'"“'I movements of torsion and 

then they ,erk themselves off from their point of attachment Jd thus 

(D.S ..tdeett. d.; WoZt K. f. s'"™""* 



Fio. Junt^ermannia bicuspidata 
blent m longitudinal scciioit. P, pc. 
ri.inth. The sporogonium has bored 
aerpiy into the stem. 
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throw out the spores which are seated upon them. A few of them usually 
remain upon the wall of the capsule. 

{b) Type of Frullania. Besides Frullania we have showing this type 
the allied genera Lejeunia, Colura, and Phragmicoma. The elaters lie 
nearly parallel with one another in the long axis of the sporogonium ; their 
broadened ends are united to the inner surface of the capsule. When the 
sporogonium opens they rupture at their base and remain with their upper end 
seated upon the wall of the sporogonium. The opening of the capsule takes 
place very quickly in Frullania; a touch, and the spores are shed. The elaters 
are evidently stretched by the bending back of the valves ; they break off 
from them, quickly spring loose, and throw off the spores. The hygroscopic 

movements which the elaters also exhibit have in this type 
only a subsidiary importance. 

B. Elaterophores are present. 

{a) Type of Pelliak The large capsules of the 
species of Pellia contain spores which exhibit the first 
stages of germination within the sporogonium, and there¬ 
fore become cell-masses ; consequently the spores are not 
usually thrown out to a distance. The dehisced sporo¬ 
gonium of Pellia calycina (Fig. 86) exhibits a tuft of 
many, often a hundred, long, thrcad-like,spirally-thickened 
cells seated upon the base of the capsule. In P. epi- 
phylla the threads are fewer in number and are usually 
connected one with the other at their base. This tuft is 
the elaterophore; the special free elaters have been shed 



Fig. 86. Pellia caly. 
dna. Sporoj^onium 
o«nrd and emptied 
tnowin? the valves of 
the wall rreuned, and 
an elaterophore of many 
threads. 


from it with the spores. A section through an unopened 
capsule shows in its centre in the lower part a cell-mass 
with radiating cells which will become the elaterophore. 
Sporocytes usually do not exist here. The work of the 


elaterophore is determined by the manner in which the 


capsule opens. In P. calycina I found the following, which I give in supple- 


evaporates from the sporogonium their movement becomes all at once stronger and more vigorous, 
and the spores thus loosened are thrown off in a cloud. This effect is most strongly seen if one 
focuses the light with a burning-glass upon the yellow woolly tuft. This experiment may be made 
with equal success upon the spikes of Equisetum.' This spring-effect of the elaters has been entirely 
overlooked by recent authors. 

The mechanism of the movement of the elaters of Hepaticae has recently been the subject of 
a searching investigation at the hands of Kamcrling (Der Bewegungsmechanismus der Lebermoos- 
elateren, in Flora, Ixxxii (1898), p. 157)* The mechanism is not the same in all elaters, that m 
Anthoceros for example differing from that in most of the Jnngermanniaccae. Kamerling secs in this 
difference of mechanism a support to my view that the elaters are primarily nutritive cells which have 
taken on as a secondary doty the work of distribution of spores. 

' See Goebel, Archegoniatenstudien : VI. Ober Funktion und Anlcgtmg dcr Lebcrmoos-Elateren, 
in Flora, Ixxx (1895), p. i. The literature is cited here. Also Jack, Beit^e znr Kenntniss der 
Pellia-Arten, in Flora, Ixxxt (Erg^zungsband zum Jahrgang 1895), p. 1. 


ELATERS AND ELATEROPHORES 


lOI 


ment to my earlier statements. The capsule opens by four valves which 
spread out nearly horizontally. Elaters and spores exhibit lively move¬ 
ment, and some spores are occasionally shot out to a short distance. At first 
one sees nothing of the elaterophore, because it is spread like a web over the 
mass of spores or the four clumps of these. This mass of elaters and spores 
increases to a larger volume than it possessed within the capsule and rests 
first of all upon the valves, which then bend backwards more and more and 
the spores consequently fall off, if they have not been carried away before 
by the wind. But this does not happen all at once, because the elaterophore 










m 
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has still some hold on the mass, and forms a kind _ 

of support to it. Subsequently the elaterophore, 

which with the opening of the capsule became 

diffuse, again acquires a more erect form, and if 

spores are still sticking to it they can then be easily 

blown off. The elaterophore thus secures a 

solving of the spores \ and when wc know that Jack 

counted 4,500 spores in one capsule of Pcllia epi- 

phylla, it is clear that it is a matter of importance 

for the plant that these should not fall out of the 

capsule in great numbers together. 

(d) Type of Aneura, including Aneura, Metz- 
geria, Hymenophytum. The elaterophore in this 
type is more specialized than in Pellia, where it 
may be considered as a peculiarly developed tuft 
of elaters. In Fig. 87 we have a representation of W 
a longitudinal section through the ripe capsule of 
Aneura pinguis. The elaterophore appears as a 
tissue-mass projecting downwards from the upper j” 

wall of the capsule and the loose elaters are distri- ' . ' 1'‘ 

buted in a radiating manner in the space between 'n lon^-itui^inai* sfrlio?^ 

inc spores, ine elaterophore splits later into four spore cavity mw^hich 

parts, and the lines of separation are very early ^ ^ .•■'"adain. m.,. 

recognizable. The cells of the elaterophore have semi-annular thicken¬ 
ings, and the lowermost of the cells frequently grow into pointed cells like 
e aters. Between these projections of the elaterophore, as well as in 
other places, the ends of a number, not all, of the free elaters lie The 
capsule opens by four valves which assume a nearly horizontal position, and 
mass of spores and elaters divides similarly into four parts. Each one 
o the four rnass^ thus formed and lying upon a valve unLrgoes a tor Jon 
of about 90 at its point of attachment to the elaterophore Ld th„ .1 
spore-mass upon each valve stands erect. An energetic throwing off of the 

S Mu „uiu,e in'lhs j.v.nile ^ 


^V-i'- 


fit 
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spores now begins, and in about five minutes there is hardly a single elater 
left upon the elaterophore. It is evident that two things are achieved by 
this arrangement: firstly, the spore-masses being raised above the sporangial 
wall can be shot out further into the environment, and secondly, the elon¬ 
gated cylindric form of the sporangium results in a more thorough dis¬ 
charge of the spores; and in correspondence therewith we see that the 
elaterophore is more developed the longer the capsule ^ 


II. ElaTERS are not, or fiOT USUALLY ORGANS FOR THE EJEC¬ 
TION OF Spores, but serve to hold the Mass of Spores. 

Features of this kind seen in Pellia have been already mentioned. 
Fossombronia shows the same. The wall of its capsule separates into 
single pieces, leaving a lower scutellar portion which acts as a support 




Fig, 88. Lonhocoled hcterophylld. Central figure. Young embryo seen from outside. Figure to the left. 
Young embryo in median longitudinal section. Figure to the right. Older embryo in median longitudinal sectioa 
Central and left figure loagnified 300. Right figure magnified 51. After Klemtz*Gcrloff. 

to the mass of spores and elaters. By the movements of the elaters, which 
have little power as organs of ejection, the mass becomes more voluminous 
and can be readily gradually removed. The Marchantiaceae which have 
been examined behave in exactly the same way. In them there is formed 
before the opening of the capsule a voluminous framework, which reminds 
one of the capillitium in the sporangium of many of the Myxomycetes. 

The function of the elaters just described is only exercised in the 
mature condition. I do not doubt that they have also some significance 
during the development of the sporogonium. They may by their elongated 
form act as channels through which nutritive material may be transported 
to the sporocytes, especially in cases where the elaters or elaterophores are 
united with the sporangial wall, as in the types of Frullania, of Aneura, of 
Pellia, and in Jungermannia bicuspidata. Where the elaters lie scattered 
amongst the spores in the cavity of the sporangium they must always act 

* For an account of Metrgeria, see Goebel, Archegoniatenstudicn: VI. Ober Funktion und Anlcgnng 
der Lebermoos-EIateren^ in Flora, Ixu (1895), p. ^ 7 * 
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as nutritive cells, giving up the greater part of their contents to the sporo* 
cytes. This service is facilitated by the wall of the sporocytes, like that of 
the incipient elaters, taking on a mucilaginous character at a middle stage 
of development. Under the elaterophorc also in the young capsule in PclHa 
there is an accumulation of starch which we must regard as the surplus of 
the carbohydrate after the elaterophorc has taken what it requires, and this 
starch is used subsequently and evidently not for the construction of the 
elaterophorc alone. 

2. DEVELOPMENT OF THE SPOROGONIUM. 

We can recognize more than one type of arrangement of the cells in the earliest 
developmental stages of the embryo, but they are not strictly maintained :— 

Type or the Junuermannieak (Fig. 88). 'I'his is the most common. The 
fertilized egg is first of all divided into an upper and an under cell by a wall at right 
angles to the long axis of thearchegonium. The upper cell gives rise to the capsule 
and the stalk of the sporogoniuin, the under cell appears as an appendage at the foot 
of the stalk of the sporogoniuin and probably serves as a suctorial organ. A somewhat 
older embryo shows in its upper part a number of transverse disks, each of which 
consists of four cells dis[)Osed as the quadrants of a cylinder. The apex is occupied 
by four cells disposed as quadrants of a hemisphere. The division-walls of this mark 
the four lines of separation along which the capsule subsequently splits. In the 
simplest cases* the capsule proceeds from these four quadrants. Four outer cells, 
which are the jirimordium of the wall of the capsule, are separated by periclinal walls 
from four inner cells, which are the archesporium or primordium of the sporocytes. 
In most cases, however, the four cells of the transverse disk next these (juadrants 
share in the formation of the capsule, as for example in Radula. We regard as the 
most primitive case in the group that in which all the cells of the embryo * form the 
archesporium and therefore the nearer to this the development of a sporogonium is, 
the later the differentiation of its archesporium will be completed. Within the 
sporogenous mass of cells which arises by the division of the archesporium, there are 
formed a number of sterile cells which become the nutritive cells and elaters already 
mentioned. This process of sterilization proceeds much further in the forms which 
are provided with elaterophores, for example in Aneura palmata* (Fig. 89). It is 
characteristic of this species that a separation at a very early period is observable in 
the sporogenous mass of cells by which two meristems arise, of which the one with 
less capacity forms the elaterophorc which occupies the chief part of the capsule 
whilst the other gives rise to the fertile cell-tissue which only subsequently diffe¬ 
rentiates into sporocytes and elaters. The cells within the capsule are primarily all 
alike, as m other Hepaticae. The peripheral series of the cells becomes subsequently 
marked out by a richer protoplasm-content, by chlorophyll, and by the absence of 
starch, and forms the secondary archesporium, whilst the inner cells form the 


3 r w 1 4 L ^ exception of the walUIaver as in Riceia 
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elaierophore. We may assume that the sterile cells serve as stores of food and as 
channels of food to the fertile ones, and that this is the reason of their early 
differentiation. Apart from the interest which this development possesses it is of 
importance because it offers an 07 iiogenous procedure which upon comparative 
grounds we believe to be pkyletic in Anthoceros. 

Deviations in the cellular construction of the sporogonium within the series of 
the Jungermannieae are only known in Sphaerocarpus and Symphyogyna. 

In Sphaerocarpus the embryo has an elongated form and is therefore divided 
at first into transverse disks lying one above the other, and these are later divided 
into quadrants. 

The embryo of Symphyogyna has, according to Leitgeb, an apical growth like 
that in the case of Musci, and a later differentiation of the spore-cavity. 



Fjg. 89. AncuM palmala. Two sporo^onia of diflerent a?c showing ificir capsular portion in longitudinal 
section. Thu 'fertile ' tissue i$ shaded. Ty line of separation of elatcrophore and wall of capsule* 


When additional forms have been investigated we shall probably learn of more 
divergences oscillating around the type as in other cases. 

The Riccieae and Marchantieae have a spherical or ovoid embryo, and the 
arrangement of the cells, a description of which here would offer no point of interest, 
corresponds. It may only be mentioned that Kienitz-Gerloff says of the Marchan¬ 
tieae that the first wall, which is at right angles to the long axis of the archegonium, 
separates the capsule and the stalk from one another. There are, however, varia¬ 
tions, for in Targionia * transverse walls appear first of all in the elongated embryo, 
and there may be for a short time the formation of a two-sided apical cell, but 
later there appears in the upper part formation of quadrants. That the embryo of 
Riccia is the most primitive of which we have knowledge has already been stated*. 

Type of Anthoceros. As the mature sporogonium differs from that of 
other Hepaticae so also does its development, but the first stages of the development 

' Goebel, Die Muscincen, in Schenk’s Ilondbucb der Botnnik, ii (1882), p. 355- PP* 9?’ 
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resemble those of the type of Jungermannieae ; the embryo consists of two to three 
tiers of cells arranged in quadrants. From the lower proceeds the ‘foot,’ from the 
upper one or two proceeds the capsule. I'he cells of these tiers are divided by 
periclinal walls into inner and outer cells CFig. 83. 2). But whilst in the other 
Hcpaticae the outer cells form the wall and the inner cells the archesporium. 
here the archesporium is separated off from the outer cells by further periclinal 
division, whilst the inner cells form the columella. The archesporium is a cell- 
layer in the form of a bell-glass with the mouth downwards, as it is in Sphagnum 
and Andreaea, amongst the Musci. Originally the inner cells were fertile, but 
sterilization has taken place, as in the case of Aneura, and this along with the 
fact that the layers of the wall of the capsule, which function as assimilation-tissue 
arise by further periclinal divisions, shows that we have here to do with a new and 
later formation. The archesporium gives rise to a net-work of sterile cells as well 


\ ' 



Fic. 00. Dlytlia sp. from Ceylon. \ vounjf sporo^onium arises from ihe upi- r surface of ilio tl.allus .iml is in- 

«ihc perianth atnl the pi*rtihat*tium. I'pon thf ^roup of •irilit'; 


vested hyihc calyrtrj 
liam alone is visible and is provided with a tlift oi hair-like ourgrowiht. 


to the left the pefichae* 


as to the sporocytes, which lie in its meshes as they do in Aneura. It has 
already been shown that the sporogonium of Anthoceros is an independent assimi¬ 
lating structure *. The embryos of other Hepaticae arc usually, at least in the 
earlier st,iges of development, also chlorophyllous but, excepting in the cases of 
Sphaerocarpus, Riella, and Corsinia*, this is of little importance for their nutrition 
and they live mainly at the cost of the mother-plant. The basal portion of the 
embryo bores deep into it. and there is frequently a meristematic tissue which is 
developed after fertilization has taken place in Pellia, Aneura. and others. In 
Calypogeia there is a very greatly developed ‘foot’ to the embryo. 

The effect of fertilization is not confined to the formation of the embryo alone 
but IS often seen m the production or the further development of envelopes to the 
ripening sporogonium as has been shown, but I may mention one further example. 


‘ See p. 94. 


* Sec p. 93. 
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In Fig. 90 a young sporogonium of a species of Blyttia is seen to the right. It is 
surrounded by a two-fold or three fold envelope, as well as by a calyptra. In its 
uppermost part only is this formed by the archegonial venter, it is in the main 
composed of the tissue lying below the archegonium into which the stalk of the 
sporogonium has burrowed. It appears indeed as if this ‘calyptra’ %vere the 
remains of the unfertilized archegonium. Outside the calyptra there is a much 
longer and wider envelope, the perianth, which when the archegonium is ripe exists 
only as a small annular wall, and receives by fertilization the stimulus to further 
powth. h is provided above with a tuft which prevents the entrance of water-drops 
into the interior. Outside and below this is the perichaetium, which is only 
slightly increased after fertilization. 


VI 

GERMINATION OF THE SPORES OF HEPATICAE 

The spores of the Hepaticae are unicellular. Where plurlcellular bodies 
occur in the sporangium, as in Pellia, Fegatella, and Dendroceros, we have 
cases in which germination has proceeded within the sporogonium, and 
they are not uncommon in the inhabitants of moist localities *. These 
pluricellular bodies, like the relatively large spores of Riccieae, are chiefly 
distributed by being washed away from the sporangium, whilst in the 
majority of the Hepaticae the spores are distributed by wind. 

The size and investiture of the spores are very different even in nearly 
allied forms: Marchantia has small thin-walled spores, Preissia has large 
thick-walled spores. Formerly the cell-wall was said to be composed of 
a culicularized cxine, and a cellulosic intine, but Leitgeb* distinguishes 
three membranes: the exosporium, consisting of two different layers, of 
which the inner belongs to the spore itself and is the special exine, whilst 
the outer, the perinium., is laid down later upon the exosporium and is 
composed of parts of the sporocyte. In Fig. 91, is a representation of 
a perinium, which is an outer folded membrane. The function of the 
perinium is protective, especially against drought, and it is in general 
more strongly developed in xerophilous forms than in hygrophilous. Its 
relationships, however, are not clear. Leitgeb puts on one side the 
suggestion that the perinium is a protection against drought, and ascribes 
this to the exine because the perinium is well developed in Corsinia which 
inhabits moist places. But it may be asked if these places are really 
constantly moist. Certain is it, especially in the aquatic Riccieae, that the 

' See Goebel, Pflanzenbiologische Schildeningen. 1(1889),?. 133. where I .arrange this phenomenon 
with the vivipary observable in higher plants. 

^ Leitgeb^ Ueber Ban und Entwicklung der Sporcnhaute, Graz, 1884. 
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perinium provides a protection against fungi. The perinium can certainly 
have nothing to do with a long resting period, because thick-walled spores 
like those of Corsinia, Preissia, Anthoceros, and Sphacrocarpus germinate 
a few days after they are sown. The vesicular swellings of the perinium. 
which arc found so markedly in Grimaldia (Fig. 91) may, like the analogous 
structures on the pollen-grain of Pinus, be regarded as a parachute- 
apparatus, but at the time of the bursting of the capsule they contain 
no air. Lcitgcb thinks their significance lies in this, that they increase 
the volume of the spore in germination, and at the same time are also 
a protective investiture. I confess that this explanation appears to me 
unsatisfactory* and that in order to obtain a clear idea of the relationships 
of the structure of the envelopes of the spores a thorough investigation 
of the conditions of life of the several species is necessary. VVe particularly 
want to know tvliai in nature the germination of the spores takes place. 


As in other groups we find amongst the Hepaticae forms whose spores 


are arranged for immediate development, 
and which cannot undergo a long period 
of drought, and those which can or must 
pass through a resting period. The 
germination is heteroblastic -. There 
is formed first of all a pro-embryo of 
simple configuration on which the plant 
then develops, but pro-embryo and plant 
arc less sharply distinguished from one 



FlC. Qi. CirimiMin dichotoma. Sptirc lo ihc 
left in surface viesv*. Si'orc to the right $ttn 
inscctiun. C onicnts imlicat<'d hydots. Inc outer 
wall ol the spore forms protuberaiKcs. , 


another tlian is the case in the Musci, because in most cases the plant arises 
from the terminal cell of the pro-embryo. The configuration of the pro¬ 
embryo varies greatly and is in part the result of external factors^. As 


some interesting questions crop up in connexion with the germination a 
few illustrative cases will be described. 


I. JUNGERM.-^NNIACEAE. 

Thali,ose Forms. The phenomena of germination in Metzgeria and 
Aneura are very simple. 

In Metzgeria * the spore divides, after increasing in volume, by a trans¬ 
verse wall into two cells which are usually of unequal size; in the one 
the smaller, a two-sided apical cell is formed by a wall inclined obliquely 
to the long axis, and by its division a cell-surface which is one cell thick 
arises. Later a mucilage-papilla develops at its vegetative point, a midrib 


Corsinia tho perininm consists of separate layers, which permit of the expansion of what is 


’ See Part 1, p. 143. J p - i 

’ See G«)ebel, Ober die Jugendrnstande der Pflanzen, in Flor^ iJiWi'sSol n i- a a k 
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forms, and thus the characteristic appearance of the thallus of Metzgeria 
is produced. The length of the first thread-like portion depends upon the in¬ 
tensity of the light ; the feebler this is the later is the cell-surface produced. 

Aneura behaves in the same way, and in it branched germ-threads have 
been observed. The germination of its gemmae also corresponds with that 
of the spores. 

The germination of Blyttia, Morkia, Monoclea, Hymenophytum, and 
Symphyogyna is not known. 

The spores of PeUia begin their germination within the sporogonium 
and form there a chlorophyllous cell-mass at one end of which—its position 
in the sporogonium is unknown—is a clear cell which grows out into the 
first rhizoid whilst the development of the plantlet commonly starts at 

the other end of the cell-mass. The cell-mass may, 
however, be so placed that rhizoids arise equally at 
both ends of it and the primordium of the plant 
appears in the middle of the pro-embryo. External 
factors apparently determine the position of the 
primordium, and the apparent polarity of the pro- 
embryo observable in the inception of the rhizoids 
is by no means fixed ; it only appears if the embryo 
stands erect and different species of Pellia behave 
differently in this respect. 

AcroGYNOUS Forms. The germination ofPrul- 
lania and Madotheca after the sowing of the spores 
runs the same course as that of Pellia. An ovoid 
cell-mass arises out of the spore and becomes fastened 
to the substratum by rhizoids. An outer cell of this 
becomes an apical cell of the leafy stem. What 
the relationship of this method of germination to 
s' Ujeania sp. fr'om Souih the Conditions of life is we do not yet know. 

Aroenca. Pro«embr>o. ^ ^ ^ 

On the other hand this relationship is quite 
evident in the case of Radula and in Lejeunia. 

Eadula. In Radula a cake-like cell-surface is produced out of the 
spore which has quite the same configuration as the gemma of this 
plant, only that the gemmae show at their base the point of attachment. 
From one cell on the margin of this cake-like pro-embryo the primordium 
of the leafy plant arises. It is clear that the configuration of the pro-embryo 
and of the gemmae fits them to anchor rapidly upon the rind of a tree or 
upon a leaf, and this would be a marked benefit to the epiphytic forms. 

Lejeunia. The like is seen in the large genus Lejeunia. In Fig. 92, 1, 
we have an illustration of the elongated spore of Lejeunia serpylHfoHa. It 
divides by a transverse wall, and this may be repeated (Fig. 92, 3) and thus 
a short germ-tube arises. Usually, however, shortly after the first division, 



Pic. Lejeanift. Gerisin^* 
tion or spore. 1*4, Lejeunia 
•erpy Hi folia. Ezosporiuin, in. 
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the formation of a two-sided apical cell takes place in one of the two cells 
whilst the other divides by a longitudinal wall and then there is produced, 
according to the species and to the external conditions, a broader or smaller 
cell-surface (Fig. 92, 5), which can then multiply by adventitious shoots. 
The leafy plant finally proceeds from the apical cell of the pro-embryo. 
Comparing the construction of a gemma (Fig. 4,7. 1 'O- 

surface of the gemma upon its short stalk has usually two wedge-shaped 
apical cells out of each of which a leafy shoot may proceed. Sur/i a gemma 
then corresponds tvi/h two pro-embryos united with one another at their base 
or. what is the same thing, with a pro-embryo which is bipolar. The 


difference between the germination 
of the spore and of the gemma 
consists merely in this: in the 
spore there is a polarity which is 
not present in the gemma develop¬ 
ing free upon the leaf. If we 
consider the.se differences we shall 
find that there is no essential dif¬ 
ference between the germination 
of spores and the germination of 
gemmae. Wc might also show 
for Marchantiathat the apparently 
great difference between germina¬ 
tion of the spore and the develop¬ 
ment of gemmae is conditioned 
purely by the lie of the gemmae 
as they are formed. 

In Lejeunia also if the outer 
conditions are not favourable pro¬ 
embryo and gemma grow into a 
thallus before the leafy plant is 



produced, and this is normally the case in an epiphyllous species of Lejeunia 
which I found in Java and named L. Metzgeriopsis (Fig. 93). This remark¬ 
able plant has a thallus which is richly branched and bears appendages at 
the margin,—cell-rows which arise in regular serial succession at the vegeta¬ 
tive point and may be considered as rudimentary leaves. This thallus 
fastened firmly to the substratum by its rhizoids, propagates itself by 
gemmae. Leafy shoots appear as short appendages upon it, and these 
have the sole function of producing sexual organs, and their further ve^^eta- 
live development is not possible so far as we know. The thallus is'then 
no hmg else than a giant pro-embryo possessing a peculiar vegetative 



' It is attached somewhat differcutly from that in Kadula. 
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body which elsewhere is only a rapidly passed over developmental stage 

In Protocephalozia ephemeroides and amongst the Musci we shall find 
similar cases. 

In other Hepaticae, such as Lophocolea, Chiloscyphus. Calypogeia 
and Cephalozia, the spores, which have a finely granular exosporium! 
produce m germination a tube which becomes a cell-row by the formation 
of transverse division-walls. It forms then, as in Aneura and Metzgeria 
a cell-thread which may also branch, and it is of interest to note that 

in Calypogeia Trichomancs, for example, stages 
of germination similar to those of Lejeunia appear 
occasionally, that is to say, a cell-surface growing 
by means of a two-sided apical cell develops, and 
we have here a proof that this is only a modi¬ 
fication or a further development of the fila¬ 
mentous stage. Out of the end-cell of the thread 
or cell-surface there arises a three-sided pyra¬ 
midal apical cell, and thence the development 
of the leafy stem proceeds. Regarding the 
primary leaves of this plant I shall say some¬ 
thing below. Here I will only point out that 
the amphigastria appear after the lateral leaves. 
In the position of amphigastria there frequently 
arise at first mucilage-papillae which are after¬ 
wards, by division of their supporting cells, 
carried up upon the point of scales. The 
germination of the gemmae conforms, so far as 
it has been examined, also here with the 
germination of the spore. 

In Cephalozia (Protocephalozia) epheme¬ 
roides, found by Spruce in South America, the 
vegetative body is constituted by the pro-embryo 
which consists of branched threads upon which 
the short leafy shoots ’ bearing the sexual organs 
appear as appendages. The threads of the pro-embryo remind one much of 
those in the Musci especially in this that they consist of an epigeous part 
containing chlorophyll and a hypogeous part containing no chlorophyll. 

A further group of the acrogynous Hepaticae is that in which, according 
to the external conditions, either a thread-like pro-embryo or a cell-mass 
arises in germination. We have examples in Alicularia, Trichocolea, 
Jungermannia trichophylla and J. hyalina, Lepidozia reptans. We do 
not know what are the external conditions which determine the point 

‘ Goebel, Archegoniateosludien : III. Rudimeotare Lebermoose, in Flora, Ixxvii (*893), p. 83. 
The literature is cited here. 
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cell-mass. ///» further stage of a cell* 
filament. After Leitgeb. 
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whether a thread-like protoncma or a cell-mass is to arise. It is probable 
that light plays a chief part, and that in feeble light-intensity the fila¬ 
mentous protonema is formed, whilst in stronger light-intensity we have 
a cell-mass. Moisture also may have a share. It has been alieady 
shown’ that like variation occurs also in Anthoccros (hig. 94) whilst 
in Dcndroceros a cell-body arises at once. We shall find that the same 
problem, and in quite the same form, arises for consideration in the 
formation of the prothalli of ferns. 






2 . .\I.\RCH.\NriEAE .\N1) RICCIE.AE. 

Preissia. We may refer to the case of Preissia commutata (Fig. 95) 
which has been already mentioned^. The individual differences in the 
germination of the Marchanticac, when compared with the other thallose 
Hepaticae, depend upon the fact that the young plants arc not developed 
in the same direction as is their pro-embryo. The pro-embryo is positively 
hcliotropic. It forms at 
its end a flattened cell- 
mass, the germ-disk, at 
right angles to the direc¬ 
tion of the light-rays, and 
out of one quadrant of 
this the new plant pro¬ 
ceeds. This plant makes 
with the germ-tube pri¬ 
marily a right angle, but 
the sharpness with which 
this is marked varies in 
different forms ^ By the 
withering of the germ- 
tube the plant reaches 
the soil and the whole 
arranpment is directed to bringing the plant into the light should the spores 
prminate lying between stones and in like stations; as the germ-tube 
is longer, within of course the limits imposed by conditions of*^nutrition, 
the more feeble the light-intensity, the attaining to the most favourable 
light-mtensity is the more probable. In the Riccieac we observe similar 
germination ^ The spores of Fegatclla sometimes germinate within the 




J. 


Fig. Q5. commutata. Half.diagrammatic representation of 

I .tv A . I •*. 


the nrinination 01 spores. Infigurr^ I and b the spt»rr i> shown below 
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from one of the hah es resulting from divhion by the first »egment wall I i 
of groAth of the young plant torms an anile of go» with 
II e L ^^0 *0 optical longitudinal section 5. the apical 

cell of the young pUni has grown out into a germ-tubc. See also Part I 

rig. 119. ' 


’ See Part I, p. 239. 


' See Part I, p. 340. 

’ For that of Marchantia, see p. 86, Fig. 75. ff. 

Douglas Campbell ^The Structure and Development of the Mosses and 
on, 1895, p. 38) tho axis of growth in the young plant of Riccia hirta i’ • u l ’ 

of the germ-tube; but this is not borne out by his Fi^ ^ The Je Tf T 77 "7 
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sporopnium and form a cell-mass’, as do those of Pellla. In other Mar- 
chantieae also the formation of the germ-tube may be occasionally sup¬ 
pressed, as it is in Anthoceros laevis, and this is the case in Targionia ^ 

Let us now compare the behaviour of the gemmae of Marchantia 
and Lunularia with the germination of their spores. There are marked 
differences. The gemmae (Fig. 96) are lenticular cell-masses with an 
indentation on two opposite margins, and in these indentations lie the 
\egctativc points out of which the new thallus develops. I regard the 
whole gemma as a vertical germ-disk developing without a germ-tube^, and 
It IS not dorsivcutral because it has a profile position ; dorsiventrality is 
only induced in the gcrni-di.sk by light*. From the ordinary germ-disk 
the gemma is distinguished by its size and, apart from the structural 

peculiarities which are concurrent with this, 
by the possession of two vegetative points. 
We have this also in Lejeunia. 

We therefore arrive at the result, that 
in all Hepaticae the method of germination 
of the spore conforms essentially with that 
of the development of the gemmae. 

Is there then in the germination of the 
spores a common type ? I have hitherto 
endeavoured to answer this question by 
assuming that the formation of a germ-tube 
and its further development to a filiform 
branched protonema must be considered the 
original character. In support of this we find 
that in a number of forms the formation of 
germ-tubes regularly appears; in other forms 
it appears, at least under definite external 
conditions, and we can follow the filiform 
stage becoming gradually more limited in duration or we note the formation 
of a germ-tube being replaced by that of a cell-surface or a cell-mass. 
Further, this assumption, which is entirely a hypothesis, brings into con¬ 
formity the formation of the pro-embryo of Hepaticae with that of Musci, 
and also, as we shall see, with that of the leptosporangiate ferns. The most 
primitive member of the Hepaticae appears to be one which develops a cell- 
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is doubtless that which has been already described in Metzgeria. In Marchantia polymorpha the 
germ-disk is scarcely developed, but the difference in the direction of germ-lube and thallus is quite 
evident. If the germ-tube be laid upon the soil at an early period this difference in direction scarcely 
appears. See Kny, ]k)tanische Wandtafcln, Abteilung viii, p. 338. * See p. 108. 

^ According to Douglas Campbell, The Structure and Development of the Mosses and Ferns, 

London, 1895, p. 67. ^ 

’ The germ-disk is also vertical in Riella; see Goebel, Archegoniatenstudien: IV. Zur Kenntniss 

dcr Lntwicklung von Riella, in Flora, Ixxvii (1893), p. 104. 


< See Part I, p. 227. 
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mass on a simple or branched germ-tube, and this cell-mass bears the 
sexual organs. Sphaerocarpus approaches this inasmuch as the very young 
plant bears sexual organs, and the thallus is only a structure bearing 
these as do the leafy shoots in Lejeunia Metzgeriopsis and in Protocc- 
phalozia cphcmcroides. 

It has been already shown by an example drawn from the Myxo- 
mycctes' that a higher construction of the vegetative body ensues by 
the postponement of the formation of spores. If we apply this considera¬ 
tion to the development of the Hepaticae, their vegetative body has 
reached a stage in forms like those mentioned above in which it is able 
only gradually and after a long process of development to reach the 
construction which is competent to bring forth sexual organs. In the 
thallose Jungermanniaccac the changes which the germ-plant experiences 
are simple in correspondence with the simplicity of the structure of the 
mature plant®, whilst in the Marchantiaccae the number of the develop¬ 
mental stages through which it passes is greater in correspondence with 
the higher differentiation at maturity. The young plants have at first 
a different construction of the vegetative point (as Fig. 95 shows), especi¬ 
ally a wedge-shaped two-sided apical cell which later passes over into 
a prismatic four-sided one. The thallus is at first one-layered, and if 
it becomes many-layered it has at first no scales upon the under side 
and no air-chambers upon the upper side. Instead of the scales we find 
unicellular or pluricellular club-like papillae, at first like those of Metz- 
geria, and later like those of Mbrkia or Cyathodium. With the germ- 
plants of the latter genera those of Preissia, Marchantia, and others also 
conform, in that their first air-chambers have not the characteristic assimila¬ 
tion-tissue spreading from their base. In other words, we see in the rela¬ 
tively highly differentiated Marchantiaccae the embryo-plant pass through 
developmental stages which in the other Hepaticae are present in a perma¬ 
nent condition, and this is a fact of e.xtreme interest. Moreover in Mar¬ 
chantia the air-chambers appear relatively late, and it is also characteristic 
of the genus that the young plants at first have only the ‘ median scales,' 
and in this show a construction which in other Hepaticae is the permanent 
one, whilst in Marchantia itself the further copious development of the 
scales, which has been already described, subsequently takes place®. If 
we can imagine a germ-plant of Preissia or of Marchantia bringing forth 
sexual organs before the appearance of the air-chambers, then we should 
have a condition like that in Sphaerocarpus. 

The thallus of Plagiochaama Aitonia * shows at first upon its upper 


’ Sec Part I, p. 25. 
* Seep. aj. 


^ what is said about Metzgeria on p. 107, 


^k' ResenerationscrscheinuDgen der Lebermoose, 

^•Jora, \%xix (Erganzungsband znm Jahrgang 18941, p. 360. 


ill 



114 germination of the spores in hepatic a e 

side pits with broad mouths, and only subsequently do the air-chambers 
ypear which have only a narrow breathing aperture towards the outside 
The first construction is, like other peculiarities of the germ-plant only 
possible in a small plant growing in shaded and moist places. 

In the anacrogynous foliose forms the germ-plant is remarkable for 
two things ; first of all, the configuration of the primary leaves, and secondly 
the appearance of the amphigastria. The lateral leaves appear first and as 
short cell-rows. One may cause, as I have shown in Jungermannia bicus- 
pidata, the shoots again to form primary leaves if the conditions are unfa- 
vourable; these primary leaves are purely arrested formations. Whilst 
now most forms produce completely developed leaves more or less quickly 



Fjo.^. Zoopsid argente^ i, yonn^ plant with stem composed of bat three cell*roM The 'leaves* are cell* 
rows which sei^e only for the protection of the ventative potnt. s, portion of an older plant. A ventral lateral 
shoot with welUdevefoped leaves bears the archegonia. Highly magni&ed. 

and always long before the appearance of the sexual organs, this is not the 
case in those which I have termed ‘ rudimentary In them the formation 
of leaf upon the vegetative shoot usually remains stationary at a stage which 
in other plants is only found in the germ-plant, and only upon the sexual 
shoots are further developed leaves found. This procedure recalls in a 
certain measure the fact that the formation of the pro-embryo is prolonged, 
only this temporary prolongation reaches here to the stage following the 
formation of the pro-embryo. 

The Hepaticae which come into consideration here are distinguished, 
like Lejeunia Metzgeriopsis and Protocephalozia ephemeroides, from the 
great majority of the others in that they are very small. They have thin 
stems which give them, living as they do in shaded and moist localities, the 


* See page 77. 


RUDL\fEi\TARY IIEPATICAE 


”5 


appearance of an Alga'. Amongst them arc the descendants in the most 
different cycles of affinity of the foliose Hcpaticae. Some examples may 
be given. The genus Zoopsis, a sub-genus of Ccphalozia, is widely dis¬ 
tributed, and its lateral leaves are unequally developed in the several 
species upon the sterile shoots. In Zoopsis argentca {Fig. 97) and Z. setu- 
losa they consist of only two cells, each with an appendage, and they 
are laid down as in all other Hcpaticae, but are displaced completely 
into the horizontal position. The amphigastria do not reach beyond the 
condition of primordial papillae, two club-like papillae standing near one 
another. The sexual shoots are quite different. They have well-developed 
leaves formed as cell-surfaces. The leaves are more developed in Lepidozia 
bicruris and Arachniopsis. Here they are composed of two cell-rows, and 
on the fertile shoots they form cell-surfaces. The same is the case in Lepi¬ 
dozia goniotricha and some others. Of the relationship of the formation 
of organs of these Hcpaticae to their habitats mention has already been 
made ^ 

‘ One form h.is indeed been described as an Alga under Ihe name Kurzia crcnac.iiithoide.'i 1 see 
Goebel, Morphologische und biologische Studicn: IV. Uber Javanischc Lebermoose; 5. ‘ Kurzia 
crenacaothoidea, in Annales dn Jardio bolanique dc Buitenzorg, ix (1897', p. 37. 

* See p. 77. 
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GERMINATION OF THE SPORE IN MUSCI 

In dealing with the Mu.sci I shall, for reasons which will appear 
presently, start from the germination of the spore. 

1 ‘rom the time when Hedwig first of all described the germination of 
the spores of the Musci the subject has evoked many investigations and 
many interpretations, notwithstanding which our knowledge is not yet 
without gaps. It is true that w’c no longer regard the pro-embryo as an 
Alga, nor do we consider it with Hedwig as a cotyledon, nor suppose like 
Nees von Esenbeck that the buds are formed by the weaving together of 
protoncma-threads; nevertheless there is much that is still controversial 
and obscure. When we use the word ‘pro-embryo’ we naturally do not 
say anything about the morphological or biological significance of this 
.'Structure which precedes the leafy .shoots. 

1 . THE CONFIGURATION OF THE PRO-EMBRYO. 

The pro-embryo in most cases consists of branched cell-threads, and 
is distinguished from the filiform pro-embryo of the Hepaticac by the 
absence of rtnicellular rhizoids \ but it produces segmented eell-threads 
designated also rhizoids, which are not the morphological equivalents of 
the rhizoids in the Hepaticac. They are subterranean axes of the pro¬ 
embryo, not appendages of the pro-embryo. The degree of development 
reached by the pro-embryo differs in different forms, as is also the case 
in the Hepaticac. 

Physcomitrium pyriformc" furnishes a very simple case. The ger¬ 
minating spore grows out into a cell-thread segmented by cross-walls and 
containing chlorophyll, and this thread branches. Rhizoids also arise which 
are thinner than are the protonema-threads exposed to the light, and like 
these they are provided with cross-walls which are quite transverse. Cell 
division takes place as a rule only in the end-cells not in the segment-cells 
in all the axes of the pro-embryo. The different construction of these axes 

' Protocephaloiia ephemeroides alone amongst ihe Hepaticac approaches the Musci in 
feature; seep. no. 

^ Sr:e Goel d, Ober die Jugendiustandc der T/laiucn. in Flora, Ixxii (1889), p. t. 
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of the pro-embryo is evidently conditioned by their different physiological 
work. 

In pro-embryos of greater bulk we find also at first a similar slightly 
marked difference between hypogeous and epigeous axes. The hypogeous 
axes, at least the stronger ones, are provided in such cases mostly with 
brown outer walls and cross-walls oblique to the long axis. Such rhizoids 
are also found upon the leafy moss-plants, but there they are more richly 
branched and the several branches exhibit a division of labour:—the 
last thin branchings may be compared in their function with the root- 
hairs of the higher plants, and they grow round the particles of soil; the 
thicker branches become anchoring-organs, and they may also serve for 
the conduction of food- 


material (Fig. 98). 

Oblique walls in 
rhizoids. The oblique 
direction of the walls 
in the rhizoids is a re¬ 
markable fact which 
invites an explanation 
both from the biological 
and from the morpho¬ 
logical side. 

First of all it may 
be noted that we have 
illustrations of a like 
feature in plants out¬ 
side the group of Musci. 
In the rhizoids ofChara 
the wal Is are not simple 



Fig. 98- Puntria hygromclricft. 
proconema; kn, ; r, rhixoids; 


W, germinating :<pore; /jr, txtnt. 
Sy Spore. Magnified L^rb. 



transverse walls but arc somewhat oblique, yet they always join on 
^0 the walls they intersect at a right angle. This, as Errera’ was the 
hrsyo point out, and as de VVildeman^ has also shown, is also the case 
in Miisci. The walls originally are set on to the outer wall of the thread at 
a right angle, but they have a double curvature; they are not laid down 
rLfr ^ displaced, but from the beginning have this double 

PO^tiorth oblique 

P tion, that IS due to subsequent growths It is in this way, as various 


* wlldemL^^r^™'''r** Scifcnblasen. m Biologisches Ccntnilblatt. yii (iSSS). p. 739 
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authors have shown’, that the surface by which two superposed cells touch 
is increased, and that a more rapid interchange of material between them is 
provided for. The thin lateral branches of the last order of the rhizoids are 
abundantly provided with straight cross-walls which, however, may also 
occur in the chief axes, especially when intercalary division takes place. 
In the epigeous parts oblique walls occasionally occur, but the most of the 
walls are transverse. 

The teleological ‘ explanation ’ of the oblique position gives no clue as 
to the conditions under which it arises. One may cause hypogeous rhizoids 
to pass over into protonema-threads provided with chlorophyll and having 
straight walls; but this is not a simple effect of light, as might at first be 
supposed. My researches with Funaria furnished the proof of this. This 
plant, cultivated in the dark upon a sugar-solution, grew out to a relatively 
large size ; the cross-walls remained transverse and were not oblique ^ and 
the rhizoids which developed in the light upon the moss-plants possessed 
oblique walls, although green threads with straight walls might arise upon 
them. It is in the highest degree probable that light is a condition for the 
development of a rhizoid into a green protonema-filament, but in addition 
other factors are operative, and especially the relationships of correlation. 

The oblique position of the wall in the rhizoid has also received a mor¬ 
phological explanation. Sachs® first of all expressed the view that the 
protonema and its equivalent rhizoids in the Bryineae are only a very 
feeble form of the moss-stem. Miiller-Thurgau^ has endeavoured to sup¬ 
port this view by showing that the segmentation in the apical cell of 
a rhizoid is the same as in that of the stem of a moss, only that the chief 
walls of the segments which follow one another are so far apart that they 
no longer intersect. This view is altogether untenable, as I showed some 
years ago and have subsequently again proved. As, however, in a recent 
compilation showing altogether a want of knowledge both of facts and of 
literature the Sachs-Muller idea has again been brought forward, it is neces¬ 
sary once more to state the grounds which show its futility:— 

I. The regularity in the orientation of the oblique walls which Miiller-Thurgau 
assumed does not always exist. The walls are not always inclined successively 


of Ephemeropsis shows (Fig. 99,6, where the segment-walls show a double curvature whilst retaining 
their attachment at a right angle), the surface-development of the wall is more important for the 
plant than to have it in any definite position. That its position is mostly oblique is only of secondary 
importance. 

' Haberlandt, Physiologische P/lanzenanatomie, Ed. a, Leipzig, 1896, p. 196. 

» See Part I, p. 333, Fig. 114. 

’ See Sachs, Textbook of Botany, and English edition, Oxford, 1882, p. 363. 

* H. Muller-Thurg.in, Die Sporenvorkeime und Zweigvorkeime dcr Laubmoose, in Arbeiten aus 
dem Botanischen Inst^. i in Wurzburg, i (1874), p. 475. 

* Goebel, Die Muscineen, in Schenk's Handbudi der Botanik, ii (1882), p. 385. 

* Carl Muller, Mnsci, in Engler und Prantl, Die natiirlichen Pflanzenfamilien, 1898. 
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in three directions in space as are those of tiie apical cell of the stem. Thus in 
Fig. 99 the third wall is parallel with the first, the fifth with the fourth. In the 
absence of a regular arrangement of the walls in three directions in space the whole 
analogy with the apical cell fails. 

2. Even if the regularity claimed by Miiller-Thurgau existed, the walls, which 
are curved, have quite another character from those of the apical cell of the stem. 

3. The oblique position is found only in the rhizoids, but not everywhere. But 
the rhizoids are only a part of the protonema. and with that portion of it which has 
straight walls the hypothesis does not fit. In Sphagnum its impossibility is ijuite clear. 

4. The hypothesis does not fit the pro-embryo of the Hepaticae. The protonema 
is certainly a simpler form of the vegetative body, but the sim|)lification expresses 
itself in this, that the cell-divisions proceed in it otherwise than they do later. 'I'he 
oblique position of the wall in the hypogeous 


protonema is simply a modification of the | J 

transverse position, is called forth by the | \ 

change in the requirements in relation to ^ ^ 

environment, and has no more mori)hological (_ - rv.* 

significance than it has in Chara. I 

Short shoots and long shoots of pro- / 

tonema. The cpigcoiis parts of the pro- 1 

toncma frequently exhibit a differentia- __ ^ k 

tion into short .shoots and long shoots. \ \ 

This may be illustrated by a moss which \ ' 

I found in Java and have named Ephe- \ j 

mcropsis tjibodensis, a very instructive ^ ^ 

form which iscpiphyllous, especially upon 
Monocotyledoncs It shows clearly how 

the protonema is adapted to external con- S"'. 'S,' "Si.!,':: S'!: 

ditions,and particularly in its relationships 

of symmetry (hig. too). The protonema is strongly dorsivcntral. Its chief 


FiC. og. Arran{*i'm nt of in 

prototioma-thrraiK. i lo 5, Sfrially 
si }rm< iit.n.ilU in ilu* rhiwul of an umle(rritiiue<| 
of mow. 6, segment'Wall $ in a protonnti.u 
Ihrv.vi of Knhemergpsis lj 5 bo‘l« nsis; the walls 
show a •louWr curvature whilst rHaining their 
insertion at a right angle. Highly magnified. 


axis creeps upon the leaf-surface. Distichously-branchcd branches of limited 
growth arise upon the dorsal side and end in long bristles. Upon the flanks 
are formed branched anchoring-organs (Fig. loo, //). which glue themselves 
closely to the surface of the leaf and occasionally grow out into lateral 
twigs. There is no richly developed .system of rhizoids; their place is 
taken by the short anchoring-organs, and the dorsal assimilating shoots are 
specially fitted by their length and stiffness to retain water-drops, and thus 
to make possible the nourishment of this peculiar protonema. The gemmae 
also which appear upon the protonema, are, as will be pointed out below 
adapted m a special manner to the epiphyllous life. 


can only be 

Since the above was w sporoKonia arc discovered. They have been found lately. 

Janiia b.Uni,ue de 

p% I 20. 
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Rhizoid-strand8. Other adaptations are observed in some geophilous 
species, for example amongst the Polytrichaceae, where, especially upon the 
plant itself, rhizoid-strands are found, which Koch^ compared with a badly 
twisted string. The lateral branches of the rhizoids lay themselves along 
the chief axis and partially invest it; they are not coloured brown. There 
can be little doubt that we have here structures analogous with the rhizoid- 
strands of the Marchantieae, and that here also a ‘ wick-mechanism ’ comes 



FiO. lOO. Ephemeropsis liibodensis, Goebel, from Java. / habit of ihe proionema, seen from above. An^o- 
in^ orrans, //. shoot out from the flanks of the chief aii^. Assimilating dtstichously-branched short shoots ar 
from Hs dorsal surface. //, male plant which shows an abnormal.arrest of the leaves. 

into play, and thus the most of the Polytrichaceae, amongst which Atrichum, 
however, is an exception, are able to live in relatively dry stations. To many 
of the Polytrichaceae which reach a considerable size the rhizoids are also of 
mechanical benefit, but this is only a secondary service. 

L'oiniiious protonema of Sehistostega. Schistostega osmundacea has 


* H. Koch, Brj-ologische Beitrage, in Linnaea, xvi, i (184*), p. 69. . v •» 

* See particularly Noll, tJber das Leuchten von Schistostega osmundacea, in Arbeiten aus 

Bolanischen InstitiU in Wunburg, iii (1887), p. 477, 
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partly ordinary protoncma-threads, partly branches which consist of strongly 
convex lens-like cells instead of ordinary cylindric cells. The branches 
which consist of these lens-like cells, spread out in one plane at right angles 
to the direction of the light (Fig. loi). The peculiar conformation of the 
cells of the protoncma has a relation to the habitat, for the plant grows 
usually in clefts of rocks, which arc illuminated onl)’ feebly and from one 
side. Owing to the lens-form of the cells the light-rays falling upon 
them arc concentrated upon the chloroplasts which lie at one end of 
the cells, and these arc consequently subjected to a greater light- 
intensity. A portion of the light-rays arc reflected after they have 
reached the chloroplasts, and thus cause the ' luminous' appearance of the 
|)rotoncma of Schistostega. The Icns-likc cells may pass over into ordinary 
cylindric cells, as I have observed, but we do not know what arc the 
external conditions which biing this about. 

Concrescence of protonema-threads. In the Huxbaiimiaceac, which 
include.s Diphyscium and Buxbaumia, the branches of the protoncma, both 
those containing chlorophyll and those 
having none, become concrcsccnt at their 
|)oints of contact. The possibility there¬ 
fore is created of a copious passage of food- 
inaterial to the places where it is required, 
and espcciall)' to the points of origin of the 
tnoss-bud.s. 

Special organs of assimilation of pro- 
tonema. Diphy.sciiim' has a peculiar organ 
of- assimilation on its protoncma, usually in the form of an upwardly 
concave plate, which sits upon a .stalk composed of a cell-mass ; even the end 
of the germ-thread itself is commonly constructed in the form of such an 
organ of assimilation. From the base of this organ of assimilation rhizoids 
proceed. I have usually tound the primordia of the moss-buds springing 
trom the protonema-thread, and not, as one would expect, from the base of 
the organ of assimilation, a phenomenon which is less striking in view of the 
concrescence of the threads. In Diphyscium the surface of the organ of 
assimilation is occasional!)- not at right angles to the stalk but it passes dii eclly 
into this. Such flat Icaf-likc organs of assimilation arc also found in Teli a- 
phis-, Oedipodium,and Tetrodontium. All these genera grow in relatively 
'ery shady places, and the organs of assimilation arc therefore w'cll developed 
in them. They have been described so frequently in recent years tliat it is 
unnecessary for me to say more about them. 



Tu. 101. Si liistosl'ij.i OMiiunii.icca. I'fcw 
loiiomn. Oil Allrl Null. Lvllfb. 


CoeM I’iphyssjum oJi Oedipclium. in UotanUka NotUcr, 1873. n. ion; 

Uber die Jiigcdauslande dcr Pflan.cn. in flora. Ixxii (1889). ,>. 9. 1 9. 
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The pro-embryo in Andreaea. The remarkable behaviour of Andreaea* 
stands in intimate relationship to its locality, as I have before now pointed 
out. In the germination of this plant a cell-thread does not arise, but a cell- 
body like that of many Hepaticae, and this is probably a protection against 
drought. One to three peripherally-placed cells of this cell-mass grow out 
into threads in which both transverse and oblique walls appear, and also 
longitudinal walls. Where the protonema lies upon a stone it broadens out 
into a much lobed and branched plate of tissue, which evidently forms a very 
satisfactory anchoring-organ for this exclusively lithophilous moss. Another 
form which is met with in the pro-embryo of Andreaea is that of the tree- 
pro-embryo. It is a roundish, radially branched, orthotropous structure 
which grows isolated occasionally, but mostly associated with others. Its 

outer surface is covered with 
a thick cuticle, evidently a 
protection against drought in 
its station. Leaf-like struc¬ 
tures, like the organs of as¬ 
similation of the pro-embryo 
of Tetraphis, are found also in 
Andreaea, which belongs to 
the most highly developed of 
the Musci. The dependence 
of its configuration upon ex¬ 
ternal factors requires inves¬ 
tigation. 

The pro - embryo in 
Sphagnum. The formation 
of the pro-embryo in Sphag¬ 
num is well known, but was 
commonly described incorrectly until recent times. Hofmeister^ was the 
first who found that there is developed here a frilled surface some¬ 
what like that found in Anthoceros instead of a branched filamentous 
pro-embryo. Schimper ^ believed that he had found that when the spores 
germinated in water the pro-embryo w’as thread-like. In i88a I threw 
out the suggestion, and in 1889 I proved although later authors have 
entirely overlooked this, that Schimper’s statement rested upon an error. 



FiC. \Q2. Sphagnum acutifolium. Protonema ijve weeks 
old; fi/ty rhizoid. By Sphagnum cuspidatum. Younger protonema; 
Exy exosporium. 


* Bcrggren, Stiidicr dfver mossomas byggnad: L Andreaeaceaej Lund, 1868; Kuhn, Sludien aor 
Entwicklungsgeschichte dcr Andreacaceen,in Schenk tind Liirsseo, Mitlheilungen ans dcm Gcsammt- 
gcbiete der Botanik^ i (1874^, 

^ Hofmeister, Zur Morphologic dcr Moose, in Bcrichte dcr sachsischeo Gescllscbaft dcr WUscn* 
schaften, August 1854. 

* Schimper, Histoire naturelle dcs Spbaigncs, io Mcmoircs priscnt^s par divers savants 
I'Acaddmic des Sciences, xv (1858). 

^ Goebel, Ober die Jngeodzustande der Pflanzen, in Flora, Ixxii (1889), p. 11. 
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It is of course possible, by feeble illumination and other external factors, 
to hinder the formation of the flat surface, but in the normal relation¬ 
ships this arises in germination in water just as it does upon the land. It 
has further been shown that the flat pro-embryo is nothing but the broadened 
cell-thread ; in germination a chief axis is first of all developed, and this 
soon passes over into a cell-surface in which the arrangement of the cells 
is varied. In weak pro-embryos one finds not infrequently a two-sided 
apical cell ; in pro-embryos which arc more strongly nourished most of the 
marginal cells show dififcrcnccs in growth which here arc evidently quite 
subsidiary. In the case represented in Fig. 102, the formation of the 
surface takes place in the second cell, in Fig. 102. />, it appears in the third 
cell of the germ-thread ; rhi/oids in the form of filiform branchings segmented 
by oblique walls arise from both the short germ-thread and the cell-surface. 
The fact that the flat pro-embryo is derived from a filiform one is also 
shown by this, that the rhizoids are able to pass into ccll-surfaccs at 
their end. What are the external factors which cause this arc unknown. 
Light is probably favourable to it, as perhaps also is an arrest in the growth 
of the chief cell-surface It must suffice for us that these facts show that 


the pro-embryos of all the Musci can be referred back to the filamentous 
form. Sphagnum has this further interest, that occasionally pro-embryos arc 
met with which resemble the assimilation-organs of the pro-embryo of 
Diphyscium. 

I have observed remarkable relationships in h'ucamptodon Hampeanum 
and Dicnemon scmicryptum ■, two allied genera of winch the development 
of the spores differs so much from that of the other Musci that Montagne 
believed that there were no spores in the sporogonium of Eucamptodon but 
only gemmae like those of Marchantia. 

Eucamptodon Hampeanum. If one e.vamincs an as yet unopened 
sporogonium of Eucamptodon one finds that the ‘ spores ’ are not simple 
cells, but pluriccllular bodies of a flat form and somewhat elongated 
irregular outline. A better idea of them can be obtained from Fig. 103 
than from a description. Many arc ccll-surfaces, in others divisions'’have 
taken place parallel with or obliquely to the surface; I have seldom found 
more than two cell-layers in any one body. 

Dicnemon semicryptum has much larger cell-masses with a roundish 
outline within the sporogonium. The 'spores’ from an as yet unopened 
sporogonium are easily visible to the naked eye, and therefore are giant as 


subsidl^'poJlu" rcg...uatio» in the pr.-embryo of Sphagnum, or other 

> MiUler-1 talle for specimens of the»e two mosses. 

nouvelles, in Annales dcs sciences naturcllcs, iv (1841;) p jjo 
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compared with the spores of other Musci. They are green pluricellular 
bodies flattened upon one side whilst the other is somewhat flatly trigo¬ 
nous {Fig. 103, /). Here then, as in Pellia and Fegatella amongst the 
Hepaticae, the germination of the spore has taken place within the sporo- 
gonium, but the pro-embryo found in Dicnemon semicryptum is composed 
of many more cells than is the pro-embryo in the Hepaticae mentioned, and 
has not the entirely flattened form it possesses in them. The small brown 
spheres which are visible at different positions of the cell-mass, are probably 
the remains of the strongly stretched exosporium ; they can also be seen on 
the outside of the .spores of Eucamptodon. A number of cell-walls, which 



jov Cerminated sports taken from sporo^onia ^hich had not opened. 4 from Dicnemon semi crypt iu», 
Carl MOller-Kalle. /AK from Eucamptodon Hampeanuin. Ma^niCcd. 


b)’ their colouring appear specially prominent, are the first to arise. How 
further development proceeds I do not know, as I had only dead material 
to examine. It is most probable that out of the germinated spores a fila¬ 
mentous protonema is formed, just as it is out of the gemmae of Tetraphis. 
The habitat of this moss on the south side of the South Island of New 
Zealand confirms me in the view 1 put forward long ago, that its peculiar 
vivipary is the result of its living in a moist locality. The appearance of 
this peculiar method of germination amongst the Musci, whose spores other¬ 
wise only form a filamentous protonema, speaks again strongly in favour of 
the view that other variations also in the form of the pro-embryo, are only 
later changes of the primitive filamentous protonema. 


GEMMAE ON THE PliOEMBRYO 


125 


2 . GEMMAE ^.BROOD-BUDS) ON THE PRO-EMBRYO. 

The pro-embryos of many Musci possess propagative organs which are 
known as gemmae (brood-bitds). Here we can only show some of the 
manifold ways in which these may arise. 

The simplest case is that of the breaking up of the pro-embryo into 
simple cells under the stress of unfavourable conditions. 






Punaria hygrometrica. We find this • in I'unaria hygrometrica (Fig. 
104) and in Bryuni pseudo-triquetrum (?). Separation-cells which have 
colourless contents and whose walls swell up are formed by intercalary 
»v«sions. The remaining portions of the pro-embryo which contain chloro- 


GoeW, tJber die jugendformen von Fflanzen und dcren 
iwUungsbcnchte der bayerischen Akademie, 1896. 


^Hinstliche 


Wiederhervorrufung, in 
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phyll may then grow out into new protonema. This division of the proto- 
nema into single cells, or it may be into cell-masses, is the most primitive 
method of the formation of gemmae, and it happens especially when the 
external conditions for vegetative growth are unfavourable. 

Sehistostega. In Schistostega * the end of the filament, composed of 
a row of cells, separates off in quite the same way by a separation-cell, but 
there is evidently here a little more specialization of the gemma as such. 

Ephemeropsis. The formation of an anchor at the base of the gemma 
of Ephemeropsis is remarkable ^; the gemma after its separation can fix 



Fig. IOC. Btubaumia indusiau. i. prolonetna-lhread bearing a male plan!; 

thread wiA two male plants, one seen irom in front, the other from behind. 

necna.thread. 4, hair.diagrammatic longiiodinaJ section of a male plant. 5 i cell.j^onping my g 
t and 9, 900 . 3, mor« bi^hiy ma^ified, 


itself firmly, by means of the projecting arm of its anchor, to the surface of 

the leaf if this should offer a slightly rough surface. 

The gemmae of the protonema of many other Musci are cell-bodies 
which are adapted to a period of rest and possess thickened, often brown, 
outer walls. To describe these structures here would carry me too far. In 
many cases, although not in all, they are arrested stages of buds of moss- 
plants. Investigation is required to show whether they do not play ire- 


> Noll, Ober das Leuchten der SchuosUga osmundacea, in Arbeiten aus dem botaniseben Institn 

in Wiirzbnrg, iii (1887), p. 477. , nnd Muscineen, 

* See Goebel. Morphologiscbc und biologische Stndien: I. Ober epipbytiscbc Fame 

ia Annales du Jardin botaniqne de Bnitenzorg, vii (1888). 
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quently the part of reservoirs of reserve-food for the protonema, in which 
case all these gemmae would not exhibit further development 


3 . SIGNIFICANCE OF THE PROTONEMA. 


In the life of the moss-plant the formation of the protonema has a 
double significance: on the one hand it secures that a large number of moss- 
plants may proceed from one spore, and on the other it secures a vegetation 
under conditions which would not allow of the development of the leafy 
moss-plant The relationship of the protonema to the moss-plant is, as in 
the Hepaticae, of a varying character. In most cases it is a juvenile stage 
rapidly passed through, whilst in others it is the special vegetative body, and 
the ‘ leafy ’ plant is nothing more than the bearer of sexual organs. 

Buxbaumia. Buxbaumia, one of the most remarkable of the Musci in 
other respects ^ shows an extreme in this direction. The male plants are 
extremely simple, about the simplest moss-plants we know {Fig. 105). At 
the end of a branch of the protonema there is found a long-stalked anthe- 
ridium, which is surrounded by a chlorophyllous envelope shaped like a 
mussel-shell. This envelope is the only ■ leaf’ of the plant. These extremely 
small male plants, which cannot be seen by the naked eye, have usually no 
rhizoids, although these may appear occasionally upon the envelope 
(Fig. 105, I, H), and Nie plants obtain their food therefore from the green 
protonema. There is no formation of a proper stem here, that is replaced 
by a very slightly changed branch of the protonema. The female plant has 
a slightly higher organization than the male, consisting as it does of a cell- 
body which forms a little stem at the apex of which lies an archegonium. 
A number of leaves, which contain no chlorophyll, invest the archegonium as 
an envelope. We can understand that the female plant is more dififerentiated 
because it has to provide for the sporogonium which appears later, and like 
differences between the supporters of the male and the female sexual organs 
will be noticed afterwards in the case of the fern-prothalli also. The question 
then arises, Is this simple construction of the plant in Buxbaumia a primitive 
one, or is it a reduced one? In considering this question inquiry must first 
of all be directed to the point, Are there yet other characters in Buxbaumia 
which can be called primitive ? There are. In the first place, the leaves of 
the plants of Buxbaumia have a different arrangement of cells from that of 
all known Musci. with the exception of species of Andreaea. The leaves of 
other Musci develop by means of a two-sided apical cell (Fig. 106), whereas 
Buxbaumia has no apical cell to the leaves but only a cell-grouping more 
or less resembling that of the leaves of the Hepaticae (Fig. 105, 5, 6)*. 


» * See Parti d jo7 

band aum j'ahrgangTs^ ' 

That acale observer Robert Brown so long ago as 1819, said: • I have lately ascertained, however, 
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Another primitive character of the leaves is their production of many 
rhizoids, which occurs but rarely elsewhere in moss-leaves. Further, the build 
of the sporogonium. especially the device for the throwing off of the lid, 
shows a primitive structure. In support of the view that we have in 
Buxbaumia a reduced form it might be advanced that the plant is a sapro¬ 
phyte, and in saprophytes and parasites elsewhere reductions commonly 
occur. That Buxbaumia leads a saprophytic life is concluded from the 
localities—rotting wood, soil of woods rich in humus—in which it occurs^ 
as well as from the absence of chlorophyll in its leaves. It is possible that 
saprophytism does occur here, yet in other Musci which live on the dead 
bodies of animals, their saprophytism has not brought about reduction. But 



Fio. io6. J-'unariahyerometnea. Young plani. Ai ihe basf of the shoot protoncma-thTeads spread out. Tlie 

Cwos^ided apical cell is visible upon each oi* ihc upwardly«<lirectcd leaves. 


-saprophytic life has not been proved for Buxbaumia, and its protonema m 
the parts exposed to light, as well as its sporogonium, contain chlorophyll*. 
If Buxbaumia is a saprophyte this habit would account at any rate for the 


that BttxbtiuiDia aphylla is always faraished with perfect leaves, which more nearly resemb e. both ... 
texture and division, those of a jungermannia than of any species of moss properly so-called .... 

see Miscellaneous Botanical Works of Robert Brown, London, 1867, 11 , p. 35 >- 

. This exte..ds to Splachnum also. I sowed spores of several spec.es of Sp'^chnum ^ ^ 
S. rubmm, S. l.teum) .poa frBh cowdung »d obtained qmte normal 

npon which arose subsequently parUally formed sporogoora. That^ . „rthe 
gL upon dong take organic snbstances from their substratum is probable, a. it rs m 

fpecies of Te>raplodo„.-T. VVormskjoldi upon the dead tmdie, of lemmrng, ^e 

ii“er das Ausstreuen der Sporen bet deu Splaehnaceen, m J/„„rely 

augustatus upon dead mice and exeremBl ^ i' 
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absence of chlorophyll from the leaves and their small number, but would not 
explain its other relationships. I "have therefore arrived at the conclusion 
that—if one rests mainly upon phyletic hypotheses—l^uxbaumia is a form 
which has shod slid in a stage which other Musci have passed, and that 
it has a primitive character. We might imagine such a form to arise from 
a filamentous Alga in which the branches bearing sexual organs have 
developed somewhat differently from the vegetative branches, especially in 
the direction of providing envelopes for the sexual organs. If the formation 
of the sexual organs is postponed to a later stage and the envelopes became 
purely vegetative, a leafy moss-stem would then arise. 

Phaseaceae. Only a little more developed than in Iluxbaumia arc the 
plants of some small Phaseaceae. In them the protonema perennates and the 



Fig. 107. Ephemerum s«rn(um. Portion of a proio* 
ncma-ihfeAd with two vounjj plants. Thr^ dnthcrMia 
are visible in the plant to the left, and one archcffonium 
in the plant to the right. The first leaf of the femaU* 
plant 1$ seen tamccj to the front and consists of a sirnnle 
cclhrow'. Magnified. ' 


Fic. loS. Schistostega osmundacea, Social 
jrowih. /. the oldest shoot, lIJa and Hh issue 
rom //. 



moss-plants are mere supporters of the sexual organs. They always exist, 
however, from the first as cell-bodies constructed out of the three-sided 
pyramidal apical cell which is almost universal in Musci, and the segments 
of which are devoted to the formation of leaves. In the simplest Musci the 
leaves consist of but o„e cell-layer, and they can act as organs of assimila¬ 
tion because they contain chlorophyll, but as a fact they are at first used only 
as envelopes to the sexual organs. In this relation it is interesting to 
observe that the first - leaf of Ephemerum serratum (Fig. .07) issometfmes 
a simple protonema-thread, so that the primordium of a moss-bud up to a 
certain stage of development can be caused to grow out into protonema'. 




130 GERMINATION OF THE SPORE IN MUSCJ 

Schistostega. The next stage is one where the stem passes on to the 
formation of the sexual organs at a later time than in the case of Ephe- 
mcrum. It still, however, has a simple conformation as it remains un¬ 
branched. We see this in Schistostega. The several foliage-shoots of this 
plant have limited growth, and, according to the hypothesis above stated, were 
originally all supporters of the sexual organs, whilst now only a relatively 
small number of them are of this nature; the others remain vegetative. All 
are alike incapable of branching*. New shoots arise out of protonema- 
thrcads which are formed at the base of the old shoots. These protonemata 
remain very short, and each at its apex passes at once into the formation of 
a moss-bud (Fig. io8), evidently because assimilated material flows into 
them from the old shoot. They issue from the leafless under-region of 
these old shoots, and in this way arises the social growth of the stems. If 
we suppose the protonema-thrcads which will grow out into shoots to be 
still more shortened, the resemblance to an actual branching would be even 
more conspicuous. 

Fissidens bryoides. An interesting transition in this respect is found in 
the male branches of Fissidens bryoides ^ This moss retains in its branching 
a primitive character—the chief shoot ends with the formation of archegonia. 
In the axils of the leaves numerous bud-like groups of antheridia are found, 
and in the position occupied by these in the lower region a protonema-thread 
appears. The cell which becomes a male branch projects outwards beyond 
the surface of the shoot, as if it were about to grow into a protonema- 
thread, but then, without forming a protonema-thread^ it passes at once into 
the formation of an apical cell of a shoot. 

The case of Fissidens bryoides brings us evidently very near to that of 
Schistostega, and only one step further is necessary for the complete sup¬ 
pression of the protonema in the origination of the shoot. At all events we 
could establish a series from Buxbaumia up to the ordinary type of the 
Musci, and we have seen analogies in the Hepaticac. Whether it is really 
an ascending series, or perhaps a descending series, and whether what we 
have regarded as primitive forms are not really reductions, is not at first to 
be determined, and it is therefore superfluous to dispute about it. The chief 
point is to establish such series as will bring different forms into relationship 
one with another. 


' Contrary statements which aj-pear in the Hryologia curopaea are based upon incorrect obser¬ 
vation. I have not found a single branched individual amongst hundreds of plants of Schistostega 
which I have cultivated and examined. Leitgcb also never found a branched plant; see Leitgeb, Das 
Wachstum von Schistostega, in Miltheilungen des n.nturwisscnschaftlichen Vereines fiir Steiermark, 


1874, p. 1. 

^ See Leitgeb, Zur Kcnnlniss des Wachstums von 
Akaclemie, Ixix, 1 (1874}. 
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CONFIGURATION OF THE MOSS-PLANT 

The disposition of the cells, the formation of the leaves, and tlic 
branching of the ‘typical ’ moss-stem, arc described in the textbooks, and 
nothing new has been brought forward within the last twenty years. It will 
suffice therefore for me to mention here the chief points. These arc :— 

j. In all moss-stems which have been e.saniined an apical-cell has been found, 
and a loaf arises from each segment of this. The a[)ical cell is usually a three- 
sided pyramid (Fig. 109). In Fissidens, Phyllogonium, and perhaps also in other 


Fig. loi;. abieiinurn. SlioohApt*! nf a bud Fio. lui. Antlrv.vn niprstris. Youn;»le»r There 

seen in transverse section. After Kicniu Gt'iloff. is no two >icled apical cell. Hij^hly 




Musci with distichous leaves it is two-sided. This is a derived condition, as 
Fissidens clearly shows. 

2. The phyllotaxy is determined by the segmentation of the apical cell. Schwen- 
dener’s mechanical hypothesis of position of leaves finds therefore no support in the 
Musci. Where the phyllotaxy deviates from one-third there is an ‘ encroachment 
of the segment-wall in the anodic direction’ (Fig. 109), as Hofineister proved, and 
there is therefore an appearance of a torsion of the stem. 

3. Branching is not axillary. Each lateral twig shoots out Mow the leaf with 
which it shares origin from a common segment-cell. 

4. The arrangement of the cells in the leaves is characteristic. The leaf grows 
chiefly by a two-sided apical cell (see Part I, Fig. 26, to the right) in the great 
majority of the cases that have been investigated. We have seen an exception in the 
case of Buxbaumia. In other genera which have primitive characters like Andreaea 
there are also deviations from the ordinary arrangement*. There are leaves which 


mossomas bj-ggnaU : I. Andre.uaceae. Liind, iS68; Kiihn, Shuiien 2ur 
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have the ordinar>- arrangement, and there are leaves which show at first a two-sided 
apical cell, and then pass over into a condition of simple anticlinal and periclinal 
segmentation, as in A. petrophila; finally, in A. rupestris this latter arrangement is 
present from the first. Fig. no illustrates the arrangement of the cells in a young 
leaf of Andreaea rupestris. The earliest stages in the development I have not 
examined, and I find no account of them in the authors quoted, and it is possible 
that at first an obliquely inclined wall, which would be the first indication of the 
formation of a two-sided apical cell, appears, and then the cross-walls. I have noticed 
this arrangement in the primary leaves of Schistostega, which not infrequently con¬ 
sist of a cell-row like that which has been described above in the case of Ephe- 
merum. At all events in the leaves of Andreaea rupestris we have a construction 
which resembles that of the leaf-like structures which appear also upon the protonema 
of Andreaea, and this construction appears to me to be more primitive, as it is 
in Buxbaumia, than that which occurs in other Musci. Diphyscium, which is 
nearly allied to Buxbaumia, shows in the formation of its leaves the same transition 
to the ordinary arrangement of the cells of Musci as is observed in the leaves, 
especially the broader ones, of Andreaea'. 


1 . THE CONFIGURATION OF THE SHOOT 


a. Radial Shoots. 


When we consider the configuration of the shoot of the moss-plant we 
designate as simplest Musci those which possess radial ortholropous shoots 
with only foliage-leaves. Different forms exhibit that division of labour 
to which reference in general terms has already been made", and especially 
in the appearance of shoots with limited growth. The limitation of 
growth in the lateral shoot is mainly the result of correlation, but it also 
occurs in chief shoots, and here I believe that as in the Hcpaticae the con¬ 
ditioning cause is mainly the water-supply. So far as I know the cushion¬ 
like Musci which grow out radially have shoots of unlimited growth, and 
these die off below as they grow above. This is not the case in segregate 
forms. Climacium dendroides, for example, has, as its specific name indi¬ 
cates, a tree-like stem through which its characteristic habit is acquired, and 
it only forms twigs of limited growth at a certain height. But these shoots 
are capable of further development if they come to lie upon the moist soil. 
The plagiotropous lateral shoots of the radial shoot of Mnium undulatum 
show similar features ; if they reach the soil they root and grow as creeping 
shoots, and only subsequently when they acquire sufficient strength do they 
rise as orthotropous shoots and produce sexual organs ^ In support of the 


‘ An oscillation between the two types of ccll-airangement, that^ 

^ SSur P^rph;;*: al. exhibit Ukc difference, as 

will be shown on a subsequent page (see p. 146}. 

* See Part I, p. ac. 

* See the description ia Bryologia enropaea* 
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view expressed sbovc may be cited the fact tint the creeping chief axes of 
ThuiiHum and of many other Hypneae and other Musci have unlimited growth. 

In radial Musci which attain large dimensions we find frequently in the 
leaves of the epigeous shoots the same division of labour that is observed 
in many Spermophyta. namely, the shoot is beset in its lower part with 
scale-leaves, which are protective organs merely and are not organs of assimi¬ 
lation or function as such only in a slight degree. The shoot of a bamboo, 

for example DendrocaJamus gigan- 
teus, which reaches giant-dimensions, 
nrndiires at first scale-lcavcs alone. 



and these protect the bud of the 
stem ; only when the shoot comes 
above the ground are assimilating 
lateral shoots produced. If we com¬ 
pare with such a shoot the repre¬ 
sentation in I'ig. 111 of Hryum gi- 
ganteum we shall see the same 



Flo. lu. X nnd 9, ciliata. i, portion 

of a leaf in transverM' section. 9. |>ortion of a leaf* 
surface, the protuU*ranees sha<U<i. 3, Ptcrobrvolla 
lon^iirons. Bud*sc»i]L* in transverse section. 

Allied. 


features. The shoot of Pterobryella longifrons is clothed at first with scale- 
Icaveswhich contain no chlorophyll and glisten like silver. They are composed, 
with the exception of the basal portion, of elongated sclcrcnchyma-like fibre- 
cells with membranes so thickened that the lumen almost disappears (Fig.i 12, 
3), a remarkable deviation from the soft structure which is characteristic of 
most leaves of Musci. These scale-leaves fall off at a later period and the shoot 
produces in its upper part branches with foliage-leaves which are plagio- 
tropous and distichously branched, and the whole resembles closely the leaf 
of a fern with a thick stalk. The production of scale-leaves in this plant is 
connected with the struggle in which it engages with its fellows to raise itself 
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above the substratum. In other eases scale-leaves arc produced upon shoots 
creeping in the substratum, and then it is the want of light which conditions 
their appearance, and they arc arrested states of the primordia of foliage- 
leaves, as I have previously pointed out is the case in Mnium undulatum >. 
These scale-leaves here remain stationary at a somewhat late period of 
development after the inception of the midrib, and their cells remain small 
and like one another, whilst a division of labour subsequently appears in the 
foliage-leaf between the marginal cells and those further in; but in Ptero- 
bryella, as we have seen, there is a more far-reaching transformation which 
is dependent upon the fact that the scale-leaves appear in it upon cpigeous 
shoots. True leafless shoots of Musci arc unknown to me, although they 
have been described in systematic works as occurring, for example in the 
stolons of Climacium dendroides, but these have scale-leaves which act as 
a protection to the bud of the stem. There would be no object in discussing 
the transitions between scale-leaves and foliage-leaves. The genetic relation¬ 
ship between the two naturally leads to the occurrence of transition-forms. 

All the moss-shoots which bear scale-leaves produce foliage-leaves if 
they reach the light. We know of no forms which persist, as in many 
Hepaticac, as rhizome-shoots. I'ontinalis, the water-moss, preferring to live 
in rapidly flowing water, shows some interesting features. The base of the 
shoot is fastened by numerous rhizoids to the substratum. Its upper part 
floats. The leaves on the lower part are rudimentary. If, however, Fonti- 
nalis be cultivated in still water in the laboratory there are formed, especially 
in spring, many curved young shoots which are clad with small tufts of 
rhizoids and rudimentary leaves—an indication that adaptation to habitat 
has here become hereditary. 

Leaves on radial shoots. The configuration of the leaves of the radial 
stems of Musci is wonderfully uniform, and their adaptation to external 
conditions is expressed more in the anatomical structure than in the external 
form. Upon this more will be said hereafter". Here it may be pointed out 
that all the leaves of Musci are simple and unbranched, and are originally 
simple cell-plates. In the smallest Musci they remain in this condition, for 
example, in Ephemerum, Nanomitrium, and elsewhere. But in otheis the 
primary leaves only are so simple, the later ones have a midrib which is 
a subsequently formed thickening of the middle portion of the leaf produced 
by cell-divisions parallel to the surface of the original one-layered 
primordium. The leaves of some Musci have more than one nerve. The 
highest degree of differentiation is that possessed, for example, by the leaves 
of Polytrichum, in which one can recognize a lamina and a vagina. 

Notwithstanding their simple relationships of configuration the leaves of 


' GoebeU Bcitrage zur 
(1880), p. 787. 


Morphologic und Physiologic des Blaltes, in Botanischc Zeitung, xxxvin 

^ See p. 143* 



HYPSOPHYLLS 


135 


different forms frequently show differences, but we do not know in most 
cases whether these are connected with the conditions of life or not. One is 
inclined, for example, to consider that the form of the keel-shaped leaves 
of Fontinalis antipyrctica, which grows in rapidly flowing water, has some 
connexion with facilitating the gliding off of the water. But it is unknown 
whether, and in what manner, the direction to one side of the apices of the 
curved sickle-like leaves of many species is connected with the life-conditions. 
\Vichura> has pointed out that in Hypnum uncinatum, H. aduncum, H. re- 
volvens, H. cupressiforme, and others, the leaf-apices are turned towards 
the shaded side, whilst in the Dicranaceae, for example D. scoparium and 


D. undulatum, they are turned towards the 
light, and therefore a kind of secondary 
dorsiventrality comes to pass here as lighted 
and shaded sides arc differently constructed. 
One might believe that the retention of 
water-drops was favoured by this, but then 
we find the same appearances in aquatic 
Musci like Dichelyma falcatum and others. 
We must therefore regard the question of 
the utilitarian side of these configurations as 
one that is open, and it has not yet received 
sufficient attention There are some phe¬ 
nomena of adaptation in the configuration 
of the leaves which stand in relation to the 
uptake of water, and these will be noticed 
presently ; here I wish to note the occur¬ 
rence of ‘ hypsophylls' 

Hypsophylls. These are present as 
the envelopes of sexual organs, and they 
diverge as do the perichaetial leaves of 
the Hepaticae, from the ordinary form of 
foliage-leaves, especially where the foliage- 
leaves exhibit definite adaptations to outer 



Fift. lit Dipliyscium foliostim, Lrnf on 
Ihc IrU A foliAiiokaf*. Two kaves lo fijjht 
arc from a female »hoot; the midjic one from 
lower liuwn 0»c shoot than the cnvdopcOcaf 
on the rijjht, ami it forms a transition from the 
foliage tvaf to thecnvclu|>c*leaf. Magnified 2v. 


factors, because then these adaptations are absent or arc reduced in the 
hypsophylls. Thus the leaves of the envelope about the antheridia of 
Fissidens bryoides want the characteristic wing of the foliage-leaf; in other 
species the wing is present in a reduced condition. 


In Polytrichum the leaves which envelop the groups of antheridia 
arrive at their condition in quite the same manner as the hypsophylls in 


’« W™ ler Uubmoosc. in Pringsheim’s Jahrbiicher, ii (i£6o). p. 194. 

Hepaticae. \\hy should the leaves by their curvature (which in Masligobryum is always towards 
Ihe under side of the shoot) assume a kind of profile-position ? > See p 3S9. 
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many Spermophyta. The sheath of the leaf enlarges, whilst the lamina is 
only slightly developed, and thus it forms a large membranous expansion. 
The perichaetial leaves of Diphyscium are also markedly different from the 
vegetative ones. The vegetative ones (Fig. 113 to the left) are simple 
tongue-like: the leaves of the envelope around the archegonia are much 
larger and broader, and they end in a long bristle, such as we find in the 
vegetative leaves of many xerophilous Musci, and they have ‘ cilia ’ on the 



Fig. 114. 7 -^', Ertopus remotirolius. / plant with fnicti6cation, showing habit. 7 /and ///, Jfcnimar: out- 

growth of the cnmnia ; 7 \ s^|'aration*cclL 71 ^, *halr' from the calvptra. K, 'hair* from the 
nophyllum fulvum. Portion of shoot to show habit. 7 magniued about 4. 7 / and /// highly magnihea. 

y/, magnified ta. 


margin in the upper part (Fig. 113 to the right). These cilia arc arrange¬ 
ments for the retention of water, which has the same function in fertilization 
here as in the Hepaticae. The bristles, as we shall see, are essentially pro¬ 
tections against drought. 

Musci possess also bilateral and dorsiventral shoots besides radial 
ones, and, as I have already shown':— 


* See Part I, pp. 66 and 100. 
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I. The bilateral or dorsivcntral shoots proceed from radial ones. 

■1. The bilateral or dorsiventral shoots are an adaptation, in varying 
degree, to external relationships, especially to feeble illumination. 

It will suffice if I here point out a few peculiarities. 


b. Bilateral Shoots. 

These arc flattened upon two opposite sides, and frequently the position 
of the leaves has passed over from a tctrastichous into an apparcntl)’ or 
really distichous arrangement. In other cases, however, the tctrastichous 
arrangement is maintained, and only the lie of the leaves is altered. 
Anisophylly is then not infrequently observed, sometimes asymmetry of 
the leaves. This disposition of parts which in descriptive bryological 
works is commonly referred to as a distichous arrangement of the leaves, 
gives to the shoots a flat construction which, in the most cases, has to 
do with the utilization of feeble unilateral illumination, and it must not 
be forgotten that a sparingly-leaved shoot can much more easily retain 
water if its leaves take up a pseudo-distichous lie, than if they stand pointing 
in all directions upon a radial shoot. The following arc some examples:— 

Eriopus remotifoUus, C. Miill. (Fig. 114,/- 1 ’). I collected this moss in 
Java h It is of interest because the leaves which stand upon the upper side 
of the stem, and those which stand upon the under side of the stem are often 
only half as large as the lateral ones, and there arc at the same time cliffcr- 
ences between the upper leaves and the under leaves. This case in some 
measure approaches that of Lycopodium complanatum although the 
phyllotaxy is different. 

Drepanophyllum (Fig. 114, 17 ). The sicklc-Iikc apparently distichous 
asymmetric leaves of this genus arc remarkable. We have before now seen 
how oblique lie and asymmetric conformation go together in the moss-leaves 
and in this genus we have a beautiful example of it. The under half of 
the leaf, that which is bent towards the base, is very much narrower than 
the other: the insertion of the leaf remains moreover, so far as I have inves¬ 
tigated it, transverse, but the lamina soon bends into an oblique lie. The 
biological significance of this asymmetry is probably the same as that which 
was suggested in the case of Begonia ^ and it may have come about in the 
same way, but at pre.sent this is only hypothesis. 

Schistostega \ It is only necessary to recall here that the bilateral con¬ 
struction in this genus is the result of displacement of the leaves out of the 
radial position and is found only in the vegetative shoots. 

Fissidens. The formation of the leaves in the Fissidcntaccae is remark- 


’ \\ hether this is really Muller’s species or a nearly allied one is not determined If it be Muller'* 
,b.„ of ,h= hobi. given b, D„,y nod Mo,b„boe,, B„.„logb;vtic!. d b B b 

el S.-inde Lacoste.LusduniBatavor«m, 1855-70. tab. clviii, is hardly successful ' ^ ^ 

bcerj\rtl,p, J03. 3 c. I, . I 

See Part 1 , pp ,66 and 335. and Figs. 36 and u 6 . * • , p. 119, 
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able and foi mcrly was incorrectly described. The primary leaves resemble in 
configuration those of other Musd. This is true of the subsequent leaves 
also in the first developmental stages ; but soon there is formed upon the 
under side of the leaf-vein a wing-like outgrow th which afterwards becomes 
so large that it looks as if it were the leaf itself, whilst the true leaf appears 
as a sheathing portion of the w ing. By this means the assimilating surface 
is markedly increased, and the leaf of Fissidens offers a remarkable parallel 
with that of Iris. The apical cell of the stem of Fissidens is two-sided, as 
has been stated above'. The young shoots, which bore through the soil, 
have, as Hofmeistcr first showed, a three-sided apical cell, and only at a later 
period do they acquire a two-sided one. The branches too, which arise in 
a distichous manner upon the stem, have at first a three-sided apical cell, and 
the position of their first leaves corresponds therewith, but the apical cell 
i.s gradually transformed into a two-sided one, and the leaves then become 
strongly distichous. The branches of Fissidens bryoides alone have from 
the first a two-sided apical cell. This transition from one kind of apical 
cell to another which leads to a different phyllotaxy cannot be hindered by 
absence of light, at least I could not hinder it in this way, although we may 
assume that it was primarily caused by the action of light. 

c. Dorsiventr.\l Shoots. 

Dorsiventrality, as has been shown, finds its expression especially in 
anisophylly, and of this there are many degrees -. Hypnum (Hylocomium) 
splendens, species of Thuidium, and others arc not anisophyllous, but the 
direction of their terminal bud and the cross-section of the shoot (see Part 
I, Fig. 113) nevertheless show a dorsiventral construction. How Hypnum 
splendens, living in a shady wood, raises itself always above the detritus of 
the w'ood by its peculiar tiered growth, and contributes to the layering of 
humus, has been already shown ^ 

2 . APPENDAGES. 

Most of the Musci possess, in addition to the leaves, structures in the 
form of cell-rows without chlorophyll, which, on account of their external 
similarity to many hairsofhigherplants, have been termed ‘hairs’; probably 
they are transformed protonema-branches. They are the homologues of 
the paraphyses, as will be shown below ■*. They stand usually in the axils 
of the leaves. The simplest forms of Musci, like Ephemerum, want them. 
They are also absent from the sterile shoots of Schistostega, whilst each of 
the envelope-leaves of the archegonia has one of them in its axil. The 
function of these ‘ hairs ’ is only known in Funaria hygrometrica and Di- 
physcium, in which I have shown that they secrete mucilage, and in Diphys- 


* See p. 131. 

^ See Part I, p. 69. 


^ See Part I, p. 100. 
* See p. 151- 



asexual propagation in MUSCI ^39 

cium this takes place in a peculiar manner by the splitting of the cuticle 
of the hair-cells. These ‘hairs' then conform in their function with the 
mucilage-papillae of the Hepaticac, and their mucilage serves for the pro¬ 
tection of the young soft parts at the vegetative point. Whether this function 
is «yenerally distributed requires investigation. I’erhaps the ' hairs ’ produce 
a secretion in other cases, or they may take a share in the uptake of water; 
the latter function at any rate belongs to the paraphyllia' which will be 
described below, but these are readily distinguished both by their containing 
chlorophyll and by other characters from the ‘hairs’ we have under 
consideration. 



ASKXUAL PROPAGATION IN MUSCI 


The Musci have a much richer vegetative propagation than is found in 
the Hepaticac. Almost every living cell of a moss can grow out into pro- 
touevia, and many produce gemmae of the most different kinds. I do 
not intend to describe these here. I shall only give a glance at the best- 
known ones along with a note of the special investigations of Correns 
We shall only consider how far the asexual propagation has led to a change 
in the formation of organs, and this is not clear in all the forms of gemmae. 

We have to distinguish two things:— 

{a) The application of parts of the leafy shoot to the formation of 
gemmae. 

(d) The application of protonematous outgrowths to the formation of 
gemmae. 

As propagative organs we have:— 

1. Entire shoots provided with reserve-material which are thrown 

cither terminal portions of chief shoots and lateral shoots, as in Cam- 
pylopus flexuosus, C. Schimperi, and others, or whole lateral shoots, as in 
Bryum argenteum. These shoots form rhizoids and grow subsequently. Ac¬ 
cording to Correns, in some species of Webera the leaves of the gemma- 
shoot are reduced, and in Webera prolifera, for example, we find that the 

apical cell of the shoot no longer continues its normal growth, but instead 
there is the formation of protonema. 

2 Leaves. The remarkable gemma-leaves of Aulacomnium palustre 
have been long known; they are formed upon special greatly elongated 


‘ See p. 146. ^ 

BeriSeT'’ tlbereicht Uber die Vetmehningsweise der Uubmoose durch Brutorraiie in 

P' Unte.uchungen di 

ermenmng der Lanbmoosc dnrch Brutorgane and Stocklinge, Jena, 1899. 
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shoots, aic filled with reserve-materialand in germination they produce 
a proloncma 

Modified protonemata. proceeding partly out of the leaves, partly 
out of the shoot-axes. These do not essentially differ from protonema in 
the manner of their multiplication. Sometimes they separate as filaments, 
sometimes as cell-masses. I may mention only one example. The Java¬ 
nese moss Eriopus, represented in Fig. 114, has in the axils of its leaves 
numerous tufted, branched, brown protonema-threads, which form peculiar 
two-armed gemmae at their extremities (Fig. 114,//), and these gemmae 
are also distinguished from the brown threads by their uncoloured walls and 
probably also by their containing chlorophyll ^ The gemma forms the 
end of a stem-borne protonema-thread. At the point of attachment of the 
gemma to the protonema-thread a short .''Cparation-cell is cut olT, and as 
this cell dies a split, which is not produced merely mechanically, develops 
about the middle of its cell-wall. But before this occurs a branch which 
grows downwards issues out of the basal cell of the gemma. When the 
gemma has fallen off, the cell below the separation-cell grows out through 
the remains of the separation-cell into a new gemma, and this may be 
repeated often, with the result that there is visible on the outside ofthc cells 
the remains of cclI-mcmbrancs like a ruffle (Fig. 114,///), recalling very 
much the features produced in the filament of Oedogonium in the process 
of interpolation of cell-membrane. 

I may mention, as illustration of the formation of protonemata which 
have developed into cell-masses and which arise by suppression of the 
formation of leaves at the end of a shoot, the gemmae of Aulacomnium 
androgynum which stand upon leafless elongated portions of shoot compar¬ 
able with the pseudopodia of Sphagnum and Andreaea, and those also of 
Tetraphis pelluclda. In Aulacomnium androgynum they are not leaves 
and they show no transitions to leaves ^ as they do in the case of Aulacom¬ 
nium palustre, yet they conform in their position with leaves. In Tetraphis 
the gemmae stand within a flat, cup-like envelope formed by widened 
leaves at the end of special shoots. These have a certain resemblance to 
the cup-like groups of antheridia of many Musci, and this led Schimper® to 

’ The midrib has developed at the expense of the lamina as in the leaves of Leucobryum. 

* For other cases see Correns, Vorlaufigc tJbcrsicht iiber die Vermehrungsweise der Laubmoose 
(lurch firutorgane, in Bcricbte der deutschen botanischen Gesellschaft, xv (1897), p. 374 ■ 
Untersuchungen iiber die Vermehning der Laubmoose durch Brutorgane und Stocklinge, Jena, 1899. 

* I examined material preserved in alcohol. 

‘ Grcvillius. tiber den morphologischcn Wert der Brutorgane bei Aulacomnium androgynum (L.), 
Schwaegr., in Bcricbte der deutschen botanischen Gesellschaft, xvi (1898), asserts that these exist, an 
would therefore regard the gemmae as transformed foliage-leaves. The arrangement ofthc gemmae 
is against this assumption. The ‘ transition-structure’ might arise by the development of gemmae 
beginning at the apex of the leaves which arc arrested in development, and thence inva ing t e 
stem. This is what happens in many Hepaticae (see p. 49). only in them many gemmae anse “P®" 
the leaves not one only as here. ’ Schimper, Bryologia curopaea, Sluttgartis. vol. m. 
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conjecture, although not upon solid grounds, that in these cups of gemmae 
we have a ‘ vircsccncc oftheanthcridial groups.’ The assumption of Correns, 
that the gemmae of Tetraphis arc modified ‘ paraphyses.’ is also untenable. 
When we speak of the sexual organs we shall learn about paraphj-ses which 
only occur with them. Gemmae, quite like those upon the shoots, may also 
occur upon the protonema of Tetraphis, as Correns has himself shown. 
How can paraphyses occur then upon the protonema ? It is a ' contradictio 
in adiecto.’ The facts dearly show that wc have only to do with a special 
kind of formation of protonema in some measure like that which is found in 
paraphyllia *. 


IV 

VEGETATIVE ADAPTATION IN THE MUSCI 

I. RELATIONSHIP TO WATER. 

It has been shown that in the Hcpaticac the relationships to water 
exercise a dominant influence upon their configuration. In the Musci, 
although we have not such multifarious adaptations for the retention of 
water as are found in the Hepaticae, yet the relation to water affects their 
configuration in a profound degree. More than forty years ago Carl 
Schimper recognized the essentials of this relationship, although as a matter 
of fact his words evince a restricted appreciation of the uptake of water in 
the Musci That indeed a movement of water and of dissolved salts takes 
place in the stem of a moss-plant is suggested by the immense devclopcnent 
of the rhizoid-system of many Musci, and we may surely conclude therefrom 
that this system is not simply an anchoring apparatus, but that its essen- 


^ For .nn account of paraphyllia see p. 146. 

* Carl Schimper, one of the founders of the Schimper^Braim hypothesis of ph) llotaxy, must not be 
taken in this connexion for Wilhelm l\ Schimper, the bryologist. la his ‘ Mooslob,* published in 
*857, he says on p. 13:— 

Emphndlich fiir das Kcucbtc, 

Wie fiir des Orles Lcuchte, 

Wds Wuri und Stengel leisten, 

Glcicb sichst du bei den meisten; 

Was die geheim auch niischcn, 

Sie kdnnen nicht erfrischen 
Die kargen Wasserfasser — 

Moos welkt im GlaseWasscrl 
Die Blatter $ind die Leitcr, 

Und aussen geht es weiter! 

This, if wanting as verse, indicates good observation. 
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tial function is rather tlie uptake of dissolved salts from the soil. Haber- 
landt and others have also shown that there is in many Musci an internal 
movement of water. In the stalk of the sporogonium the water undoubtedly 
moves also, and its evaporation takes place from the assimilating tissue of 
the sporogonium. The outer walls of the sporogonium are cuticularized 
and take in usually no water ■ : the water which is evaporated all comes 
from the leafy stem, from which it is drawn through the foot of the sporo¬ 
gonium. But in the leafy stem there is evidently no transpiration-stream ^ 
which could cover the loss of water from the leaves in somewhat dry air— 
as Schimper says ‘ moss wilts in a glass of water.’ The leaves have, so far 
as they have been examined, no cuticularized walls; they rapidly flag and 
rapidly take up water again from outside, and the swelling of their cell- 
membranes evidently plays in this a different role from that which it does in 
the higher plants; even a dead moss-leaf may thereby immediately be made 
‘turgescent again. The turgescence has, in my opinion, no importance in 
the living moss-plant also in relation to the imbibition of water through 
the membrane ; the whole construction is quite different from that in the 
higher plants. With this is connected in the Musci as in the Hepaticae 
the fact that many xerophilous forms, for instance Andreaca, have in 
their leaves very strongly thickened membranes which can hold relatively 
much w’ater. 

The ‘ external ’ conduction ^ which is spoken of by Schimper is capil¬ 
lary. It is brought about partly by the close aggregation of the leaves and 
lateral shoots, partly by the weft of rhizoids, or by the paraphyllia which 
will be mentioned below’. In Sphagnum there are entirely different devices 
for this purpose. Water-storage in the shoots of Musci, apart from that 
in their cell-membranes, is unknow’ii, but there are contrivances for the 
retention of water and for the protection of the young parts especially 
against too great heating and consequent drying. Amongst the xerophilous 
forms there are moreover many which are w’cll able to w’ithstand periodic 
droughts, and I have not been able to keep alive Andrcaea in a continuously 

' The stalk of the sporogonium in many Javanese Musci, for instance Eriopus, is beset with hairs 
which probably take up water (see Fig. 114, IF and V). 

■ See Oltmanns, tlbcr die W'asscrbewegung in den Moospflanren und ihren Einfluss auf die 
W.asserbewcgung im Boden, in Cohn’s Beitragc, iv (18S4); n.aberlandt, Beitrage zur An.itomie und 
Physiologic der Laiibmoose, in Pringsheim’s Jahrbiicher, xvii (1886); Vaizey, On the absorption of 
water and its relation to the constitution of the cell-wall in Mosses, in Annals of Botany, i (1887). 
The anatomical relationships which cannot be dealt «ith here are fully discussed in the works cited. 

» Hedwig. Descriptio et adumbratio microscopico-analytica rausconim frondosorum, Lipsiae 
1787, p. 109, describes this in the case of Hedwigia cilbta. He says ‘Papillis nimirum, seu potius 
vesiculis diaphanis omne eorum exterius planum dense nbsitum est, quae spongiae in modum, avide 
adeo attrahunt hiimiditatem, ut, si plantulam penitus siccam poUice et indice basi sua surrectam teneas, 
et minimam aquae gutlulam ibi immittas, haec illico attracta. verticaliler adscendat de folio m 
folium, unde amoenissimo spectacnlo sensim paulatimquc unum post allenim ad cacumina usque 
erigatur, expandatur re/lectaturque.’ The ‘vesicles’ are really the solid thickenings of the 
membrane. 
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moist state; probably it is. like Metzgcria, adapted to conditions of periodic 
drought. Some of the chief adaptations will be now mentioned:— 


1. arrangemexts for the retextion of water. 

A. IN THE LEAF. 
ia ) IN THE Form of the Leaf. 

There is wanting in the Musci the wealth of adaptation in the form of 
the leaf in relation to the retention of water that is so manifest in the 
Hepaticae. The leaves of the Musci are indeed often boat-shapedand 
many are widened at the base like a spoon. In Phyllogonium specio- 
sum, a beautiful moss hanging from the branches of trees in Venezuela, the 
edges of distichous leaves overlap at the point of insertion, so that a tube 
surrounding the stem is formed. In Phyllogonium fulgens, as in many 
Neckeraccae, there are at the basal portion of the leaf outgrowths of the 
leaves which recall in a measure the auricles of the Hepaticae, but only 
those of the most simple form. Further, the leaf-base in the Musci is often 
otherwise specially arranged for the uptake of water, as we shall see pre¬ 
sently but constructions which could be placed alongside of the complex 
auricles of the Hepaticae arc unknown. 

(b) In the Construction of the Leaf. 

I. By outgrowths of the leaf-surface:— 

(a) Mammillae. The simplest case is that where the cell-membrane 
protrudes outwards^ and the leaf-surface becomes provided with viammillac, 
as in species of Timmia, Bartramia ityphylla, and others. This construction 
recalls that of Ancura hymenophylloidcs amongst the Hepaticae. 

(b) Papillae. The formation of papillae, which in the matured con¬ 
dition appear as centrifugal thickenings of the cell-wall, has probably been 
derived from that of mammillae. In Hedwigia ciliata (Fig. 112, i and 2) 
there appears, as has been already mentioned ■*, an extraordinarily effective 
capillary apparatus for water. In other Musci growing in sunny dry places, 
such as Encalypta, Barbula, Racomitrium, Grimmia, and Weissia, similar 
arrangements are found. They never occur, however, in hygrophilous 
forms. As many Musci which are commonly xerophilous become hygro¬ 
philous in moist conditions, the point should be investigated whether these 


‘ The undulations of the surfuc of ihe leaves of species of Ncckcra .are aho a means for the 
retention ol water, 

* See pp. 145, 14-. 

’ See Lorch, Beitrage zur Anatomic und Biologic der Liubmoose, in Flora, Ixxviii (180A 
Sec p. 143, footnote 3. ^ 
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papillae are formed or not in such hygrophilous states. The analogy of 
many Polytrichaceae, which will be mentioned below, makes it probable 
that these papillae would entirely disappear in cultivation under moist con¬ 
ditions as well as in the absence of light. 

(c) Lamellae. More common than mammillae or papillae are 
outgrowths of the leaf-surface in the form of cell-rows or cell-plates 
containing chlorophj'll. Formerly these were considered as merely in¬ 
crements to the apparatus for as.similalion, but, as I have elsewhere shown 
this is incorrect. Assimilation can only go on in the presence of water. The 
cell-rows or lamellae stand so close together that they hold water between 
them. A comparison of the relationships of the forms to the stations in 
which they grow leads also to the same result. 

Poiytrichaceae. We find the most beautifully developed lamellae upon 
the broad nerves of the species of Polytrichum which grow in exposed 
stations, but in the nearly allied Catharinea undulata which grows in moister 
and more shaded stations, the outgrowths are smaller and less numerous, 
mostly four to six. The surface of the leaf itself is in Catharinea still rich in 
chlorophyll, and its margins roll inwards over the lamellae in dry conditions; 
in Polytrichum the surface of the leaf is far behind its massively developed 
lamellae in importance as an assimilation-organ. It has recently been 
affirmed that the lamellae disappear under cultivation in moisture. This is 
not correct, they are reduced at the most in Catharinea, where they are 
without doubt the smallest. If Polytrichum be cultivated in water the old 
leaves die, becoming black, the new ones have lower lamellae, adapted to 
water-life. 

Barbula. In some species of Barbula, for instance B. aloides, B. ambigua, 
and B. membranaefoUa, there are close-set branched cell-rows, the terminal 
cell in each of which has often a peculiarly thickened membrane which is 
evidently protective. The one-layered leaf-surface is concave, bending over 
the portion provided with outgrowths, and thus an effective sponge-like 
apparatus is provided. 

Pottia. Species of Pottia also there are which have lamellae, for 
example P. cur\dfolia, P. barbuloides. 

Here then we have an adaptive character which has arisen indepen¬ 
dently in three cycles of affinity of the Musci—the Poiytrichaceae, the 
Barbulaceae, and the Pottiaceae. 

CampylopuB polytrichoides. Campylopus polytrichoides also has lamel¬ 
lae-like outgrowths upon the under side of its leaves, they consist of some¬ 
what thick-walled cells; their function requires further investigation. It is 
probable that they also serve for holding water. 


‘ Goebel. Archegoniatenstudien: V. Die Blattbildung der Lebermoose and ihre biologische 
Bedeutung, in Flora, Ixxvii (1893), p. 430, 
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2. By Empty Cells with Perforated Walls :— 

This arrangement is found in many different cycles of affinity, and 
in plants which grow in very different stations, both wet and dry. 

Sphagnum. The species of Sphagnum arc well-known examples of 
plants from a wet station. I do not require to describe the structure of the 
leaf and the stem, but only to recall that, as has already been shown \ the 
meaning of the whole mechanism has not been recognized hitherto. It is 
most probable that its explanation lies in the fact that Sphagna grow in 
places where the water only contains a small amount of some of the mineral 
substances necessary for their nourishment, so that a profuse water-evapora¬ 
tion is necessary. 

Leucobryaceae. The cushions of the Lcucobryaccae are found in dry 
woods, not in wet marshy places. In them we find a many-layered leaf in 
which the chlorenchyma takes up only a small portion of the space as 
compared with that occupied by tissue containing no chlorophyll ”. The 
conspicuous feature in the leaf of the Leucobryaceae is the presence of 
a strongly developed midrib with a peculiar construction. Its special charac¬ 
ters stand out clearly when it is compared with the leaf of Dicranum 
albidum. The empty cells communicate with one another by numerous 
holes. On the outer walls there are relatively few pores, but they are 
found specially at the basal part of the leaf, whence the water can easily 
pass by capillarity into the upper part of the leaf. In the case of Leuco- 
bryaccac the water must not (to speak teleologically), as in Sphagnum, 
evaporate rapidly, but be retained for a long time for the chlorenchyma. 
The two apparently similar kinds of leaf-structure arc thus specially adapted 
to different external conditions. 

Dicranum albidum. The method of uptake of water in Dicranum 
albidum requires further experimental investigation. The plant shows 
a transition in the structure of its leaves from the ordinary leaf of the 
Dicranaceae to that of Leucobryum. 

Pottiaceae. Perforated cells are also found in Calympercs, Syrrho- 
podon, and Encalypta, which are genera of the Pottiaceae, but in them 
always in one layer and usually only in the lower part of the leaf; they 
are also found upon all or nearly all of the outer walls and lateral walls. 

Syrrhopodon revolutus. The extent to which the transformation of the 
function of the leaf tissue to that of absorbing water can go under suppression 
of the work of assimilation is shown by the case of Syrrhopodon revolutus, 
Dz. and Mb., which I investigated (see Fig. 115). The chlorophyll-cells^ 
whose area is indicated by shading (Fig. 115, /), take but a small share in 
the structure of the leaf which is made up mainly of empty cells whose walls, 


* See Part I, p. 279. 

* For the deUils of the structure and development I must refer to Lorch, 
nnd Biologic der Laubmoose, in Flora, Ixviii (1894). 
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both the outer and the lateral ones, have pores. A transverse section through 
the lower part of the leaf (Fig. 115, II) shows but two kinds of tissue—tL 
empty water-absorbing cells and the mechanical tissue of the midrib and 
margins which form the framework on which the thin-walled empty cells are 
stretched and which are necessary to them, for in themselves they have not 
sufficient firmness. The chlorophyllous cells possess moreover papillae, so 
that a most complete mechanism for the retention of water is provided in 
the plant. Then besides the above-mentioned anatomical features the leaf 
IS also not flat but is strongly concave, and the stems grow thickly crowded 
together in tufts. Altogether the construction of a sponge in this moss is 
as good as is that in Sphagnum or one of the Leucobryaceae. 



Fig 115. Syrrhopodon revoluius. /, l^af. The position of (he 
chlo>enchyma ts shaded //, fower portion of a leaf in transverse 
section. ///. part of the loner portion of a leaf in surface view. 
The mechanical tissue is indicated bv shading, between the bands 
of this are the empty cells with pores. /, slightly magnified. 21 
and ///, more highly magnified than /. 


B. IN THE STEM. 

{a) PARAPHYLLIA. 

The stems also of many 
Musci possess chlorophyllous 
outgrowths which may retain 
water and conduct it by 
capillarity. These are the so- 
called paraphyllia, which are 
found in some species of 
Thuidiiim and Hypnum. We 
have seen analogous structures 
in some of the Hepaticae. In 
the Musci they are remark¬ 
able in that they resemble 
somewhat leaves in their con¬ 
struction,and likeleavesappear 


as cell-surfaces (Fig. n6). We have in them, however, in my view, structures 
which have sprung from cell-threads and which also have not the characteristic 


arrangement of leaves. 

Hypnum splendens. In Hypnum splendens the paraphyllia cover with 
a thick weft the surface of the strong shoots. They are narrower or broader 
cell-surfaces and through their branching their long axes spread out in 
different directions. The history of the development of the paraphyllia 
being unknown, I examined it in Hypnum splendens, and found that they 
are laid down very early in the stem-bud. Their number increases in pro¬ 
portion as the surface of the segments increases, and new paraphyllia are 
laid down between the old ones. It is interesting that the arrangement of 
the cells in the paraphyllia resembles that of the leaves. There is a two 
sided apical cell (Fig. 117, /, //), from whose segments, right and left, 
outgrowths proceed in rapid serial succession, and these repeat the cell- 
arrangement described ; finally, the formation of the segment-walls ceases 
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in the filiform end of the paiaphyllium or its branches (Fig. 117, ///, fV)- 
The segment-walls are directed obliquely to the long axis of the thread in 
a characteristic fashion, reminding us of what occurs in the protoncma. 
The paraphyllia arc narrower and fewer on the lateral branches of higher 
order in Hypnum splendens. 

Thuidium tamarascinum. In Thuidium tamarascinum, which I also 
investigated, the chief shoot alone has paraphyllia. These are usually only 
branched cell-rows (Fig. 117. V), provided with snag-like outgrowths like 

the papillae of the leaves, and such paraphyllia 



Fig. 116 Hypnum splcndrns. Pa* 
raphvllium. At the lower left side of 
the u^^urr a recun ed braoch i$ shown. 
Magnilied 2lQ. 


may take origin also out of the base of the 
Raves. Many of them arc also developed as 
cell-surfaces whose origin differs, however, from 
that of the paraphyllia in Hypnum splendens. 
The origin of the cell-threads is not clear here, 
for there is no ‘ growth from an apical cell,’ but 
simple anticlinal and periclinal chambering 
like that which is observed in the development 
of the leaves of Andreaea (sec Fig. no); 



Fig. n?. Development of a parnphyllium. Hypnum spicn. 

dens K Thuidium uma rase mum. / and //, young paraphyllia. 
/// and/K, apices of older paraphyllia not yet matun;; the letters 
indicate successive segment-walls. V, mature paraphyllium. 


the leaves of Thuidium have, however, the same disposition of cells as 
is found in the leaves of other Musci. The paraphyllia in Thuidium 
are therefore transitions to the protonema-threads of limited growth 
which spring from the stem-surface of other Musci. The protonema-threads, 
which arise upon the stem and bear the gemmae also aid in the uptake of 
water—those, for example, figured in Eriopus remotifolius (Fig. 114). In 
Drepanophyllum falcatum I found similar structures. 

Paraphyllia arc then to be regarded as protonema-branches of limited 
growth which issue from the stem-surface, and which are partly developed 
into cell-surfaces and have in part attained to a growth and method of con- 
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struction analogous with those of the leaves; their function is to take up 
water and at the same time to increase the surface for assimilation. 

{b) Other Arran’gements for Holding of Water. 

Special devices upon the axes of the shoots for the uptake or holding of 
water, apart from the paraphyllia, arc known only in the Sphagna, but they 
possibly occur also elsewhere. Brizi ^ describes lens-like groups of cells with 
unthickened glistening walls on the surface of the shoot-axis in Cyathophorum 
pinnatum. When they are full-grown their content has disappeared. I think 
that these are cell-groups like those in other Musci indicating the place where 
protonema-filaments or lateral twigs take origin. It is possible, however, 
that these cells serve specially for the uptake of water. This can only be 
determined by experimental investigation. 

2 . ARRANGEMENTS AGAINST DROUGHT. 

As I have already pointed out, xerophilous Musci experience long 
periods of drought without injury. Nevertheless, apart from the nature of 
the protoplasm, of which we have no knowledge, there arc also in the Musci 
arrangements which arc to be considered undoubtedly as protections against 
drought, partly also as protections against too great heat. This may 
perhaps be connected with the fact that, on the one hand, protection is 
required chiefly for parts that are not juvenile and enclosed in a bud, and 
on the other hand, it will not be a matter of equal importance whether the 
loss of water in drying follows slowly or quickly. A retardation of the loss 
of water will be the result of the movements which the leaves of many Musci 
experience in drying. Thus in Polytrichum the leaves lay themselves against 
the stem, others wind and twist themselves together, and in Leucobryaceae 
the same object is attained by the living cells becoming enveloped with 
a mantle of dead ones which contain air. We find the same thing in other 
cases where, however, the dead cells serve only as a protective mantle, and 
have nothing to do with the uptake of water. 

Silver-glance. Bryum argenteum derives its name from the silver-glance 
of its shoots, and this is caused by the dying off of the cell-contents in the 
upper part of the leaf. These dead upper parts invest as with a mantle the 
bud of the stem and must check the outgo of water. It depends upon 
outside circumstances how far this process proceeds. If the plant be culti¬ 
vated in shade and moisture the leaves remain green % but on dry places the 
silver-glance appears and the point of the leaf is drawn out into a hair. 

' Brizi, Sopra alcune particolarita istologiche e biologiche dei Cyathophorum, in Rendiconti della 
R. Accademia dei Lincei, ii (1893). 

* Goebel, Ober den Einflnss des Lichtes auf die Gestaltung der Kakteen and anderer Pflanzen, 
in Flora, Ixxxii (1896), p. le. Leucobryum glaucum, on the contrary, retains its tough leaf-structure 
even if cultivated under water. 
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Other similar cases are met with, for example Grimmia Icucophaca, a moss 
growing upon sunny rocks, receives its name from the white apices of the 
leaves, and Hedwigia ciUata, mentioned above, forms in dry sunny places 
a variety leucophaea. whose leaves appear to be composed in the upper third 
of dead cells, as in Phj’scomitrium repens and others. 

Hair-points. If we have in these cases to deal with a direct adaptation 
to external conditions, the same holds good for the hair-points, which are not 
uncommonly found in combination with them. Such diaphanous liair-Hke 
points are only seen in the inhabitants of dry stations. They are formed in 
the bud and their dense aggregation closes the end-bud to the outside, and 
their thickened cell-membranes sometimes act as water-reservoirs. Many 
of our Musci, like species of Racomitrium, Grimmia, Barbula, and others, 
which grow upon rocks and walls, show these diaphanous hair-like points, 
and it is characteristic that many of these Musci exhibit local forms when 
growing in moist localities or in water, which do not have diaphanous hair¬ 
like points upon the leaves. We sec this, for example, in Racomitrium 
canescens with its form epilosum *. Musci which live in permanently moist 
conditions never produce these hair-points. 

II. RELATIONSHIP TO LIGHT. 

The relationships of the configuration of the Musci to light arc manifold 
and have already been referred to. Let me only recall here that the dark 
colour of many Musci is evidently dependent on light, and the red colour of 
many species of Sphagnum is apparent on the plants exposed to the sun. 
These features can be homologated with what has been already said about 
the Hcpaticae. The dense cushion-growth, which is characteristic of almost 
all high alpine Musci, enables the plant to maintain its heat better. 

V 

SEXUAL ORGANS OF MUSCI 
1 . POSITION OP THE SEXUAL ORGANS. 

All the Musci are acrogynous. The archegonial-groups always form the 
end of the axis of a shoot, whether this be a main one, as in acrocarpous 
Musci. or a lateral one. The acrocarpous state is the more primitive 
condition ^ Musci are also acrandrous in their primitive condition. The 
first anthcridium proceeds from the apical cell; the following ones from the 
segment-cells. Only two exceptions to this are known, that of Sphagnum 
and that of Polytrichum. 

Sphagnum. In Sphagnum the anthcridium stands upon the anodic 

‘ See Limpricht, Die Laubmoose, in Rabenhorst, Kr>ptogainen-Flora von Deutschland. Ed. ». 

* Sec p. 1J9. 
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margin of the insertion of a leaf. Leitgeb shows that the antheridia take 
the position which otherwise the mother-cell of the lateral shoots would 
assume, and one might therefore suppose that the lateral twig passes over 
in the unicellular condition into the formation of antheridia, and it is note¬ 
worthy that the formation of leaves on the male twigs is often very small,_ 

in Fontinalis, for example, we get minute reduced branches. Sphagnum, 
however, belongs to quite a different cycle of development from that of the 
Bryineae, and it appears questionable how far one can make the comparison, 
if there is one. 

Polytricbaceae. The Polytrichaceae ’ have cup-like anlheridial groups 
which are regularly transpierced by a vegetative shoot, that is to say, the 
apical cell of the chief axis remains, and later it elongates into a leafy shoot 
through the antheridial group. Within the group several antheridia stand 
clustered in transverse lines, there being two to three of them one above the 
other under a leaf. Mixed with the antheridia are the paraphyses. Hof- 
meister, and with him Leitgeb, has so interpreted this relationship, that 
‘every cluster of antheridia under a leaf represents a shortened lateral twig 
whose apex is developed into the first antheridium.’ This explanation 
would bring the behaviour of Polytrichum into conformity with other Musci, 
and one might find an analogy with it in the species of Campylopus ^ in 
which many archegonial groups are united into ‘ heads ’ resembling the cup 
of Polytrichum in some measure. If I then give full weight to Hofmeister’s 
interpretation I would point out that the history of development is yet 
wanting. Up till now no one has shown that originally in the place of 
a cluster of antheridia the apical cell of the twig is to be found which gives 
off segments. Also in the case of Mnium and other genera the develop¬ 
mental history of the antheridial groups is still unknown, and it is questionable 
whether all Musci must really be considered as acraudrous. 

The monoecious Musci make no exception to the acrandry. In them the anthe¬ 
ridia are found free in the axil of the stem-leaves, or of the perichaetial leaves. As 
Satter^ has shown in the case of Phascum cuspidatum and Archidium, the foliage- 
shoot here ends with an antheridial group, and is then overtopped by one lateral 
female shoot or there may be two such shoots, and this may also take place in other 
Musci. 


2 . DISTRIBUTION OF THE SEXUAL ORGANS. 

On this subject I shall say nothing more beyond this, that in dioecious 

» See Ho/meister, Uber die Zellenfolgc im Achsenscheitcl der Lanbmoose, in Botanisebe 
xxviii (1870), p. 465 : Goebel, Ober die Antheridienstande von Polytrichum, m Flora, Ixv 

p. 323; Leitgeb, Die Antheridienstande dcr Laubmoose, ibid., p. 467. „ , t 

> See figures in Dozy nnd Molkenboer, Brj-ologia javanica, ed. by Bosch ct Sande Lacoste, 

Lugdnni Batavorum, 1855-70; for example. Tab. Ixviii. „ . . , j ,-i,«„ 

» Sattcr, Zur Kenntniss der Antheridienstande einiger Lanbmoose, in Benchte der deutschen 

botanischen Gesellschaft, li (1884), p. 13* 
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Musci the male plants are frequently smaller and have a simpler organization 
than the female ones. A striking example of this is offered by Buxbaumia ^ 
whose extremely small male plant has only one leaf and no stem, whilst the 
female plant has a large number of leaves and a stem which is no doubt very 
small and has a simple construction. In Ephemerum also the male plants 
arc smaller and have fewer leaves than the female (see Part I, Fig. 87), and in 
varying degree this is repeated in most dioecious Musci. Amongst the most 
striking examples arc those d-:i.'arf males which arc found along with larger 
male plants in Leucobryum and some species of Dicranum. Evidently in 
these Musci, as in the prothalli of the ferns, the male sexual organs can develop 
under external conditions that do not suffice for the formation of the female 
organs, and it is further clear that the female plant, which subsequently 
produces the embryo, must be better equipped than the male. 


3 . THE ANTHERIDIAL GROUPS AiXD ARCHEGONIAL GROUPS^ 


The sexual organs in Musci are protected on the one hand by the 
leaves which surround them, the pcrichaetial leaves, and on the other hand 
by the paraphyses. 

Paraphyses. The paraphyses are cell-threads whose upper cells are 
frequently swollen into spheres, and contain chlorophyll. In Polytrichum 
the paraphyses end in small cell-surfaces^. With regard to their homology, 
there can be no doubt that they are nearly allied to hair-like structures which 
one meets with also on the vegetative shoot In many cases, as in 
Diphyscium, they cannot be distinguished from these ; in other cases, as in 
Mnium and Polytrichum, I found all stages of transition between them. 
Their function has not been sufficiently dwelt upon. As I have elsewhere 
pointed out®, they are in the first instance protective organs, especially 
against drought, and the spherical expansion of the cells that characterizes 
many paraphyses fits them better to cover the antheridia. Doubtless this 
is not their only function \ Excretion of mucilage by them is only known 
in Diphyscium. It is doubtful whether they also excrete water or slimy 
water such as Lcitgeb has observed amongst the Hepaticae in Corsinia. 
The paraphyses can certainly retain water by capillarity, and this is specially 
the case in the disk-shaped or flat cup-like antheridial groups of Polytrkhum, 
Mnium, and others, which are admirably suited by the disposition of their 
pcrichaetial leaves to retain water. If a drop of water be placed upon a dry 


^ See also p. la;* 

> These are not infrequently referred to as the ‘ flowers' of the Musci only on the wound of «n 

hoZr “n'heridial groups with the flowers of higher plants^ Any other 

homoloi^ does not of course exist. > See footnote on p. ijj. ^ 

Goebel, Die Muscineen, in Schenk's Handbnch der Botanik, ii (i88a) ^ ^ 

“'Botanisch. xU,, 
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antheridial group it is absorbed. The closely set paraphyses also furnish 
the ripe anthcridia with an abutment by means of which the mucilage con- 



Fig. ii 8. Mnium undulatum. Immature arche- 
genial group invested by its pertchaetia) leaves in 
transverse section. The archegonia and close-set 
paraphyses between them are seen. MagniGed. 

retain the water which is so necess 


taming the spermatozoids is pressed out 
further from them. 

How the distribution of the sper¬ 
matozoids is brought about, whether 
fortuitously through raindrops, or 
whether small animals are concerned in 
it, is as little known as it is in the case 
of the Hepaticae. 

The archegonial groups are in¬ 
vested by one or more cycles of perichae- 
tial leaves {Fig. ii8), and have ex¬ 
ternally a bud-like aspect. We have 
already shown ^ that these perichaetial 
leaves are frequently distinguished from 
those of the stem by the possession of 
arrangements, such as cilia which can 
v for fertilization. 


VI 

THE SPOROGONIUM OF MUSCl 

1 . STRUCTURE AND DEVELOPMENT. 

The vegetative differentiation of the Musci is much more uniform than 
that of the Hepaticae, and the same may be said of the construction of their 
sporogonium. Different though the sporogonium of Splachnum rubrum, 
with its long stalk, its remarkable apophysis, and its peristome-apparatus 
for the distribution of the spores, appears to be from the unstalked sporo¬ 
gonium of Ephemerum which is filled at maturity with spores, and wants 
altogether arrangements for the distribution of the spores, it is nevertheless 
constructed upon the same ‘ plan ’—only in one case we have an adaptation 
for the distribution of many small spores, whilst in the other only 2. small 
number of large spores is produced, and therefore a less size and simpler 

organization of the sporogonium is sufficient. 

The calyptra. The archegonial venter does not behave in the same way 
in Musci as it does in the Hepaticae. Sphagnum is most like the Hepaticae 
in respect of it because its sporogonium remains enclosed almost until 


‘ See p. J35. 
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maturity within the archcgonlal venter which is only then ruptured by the 
stretching of the sporugonium. In the Phascaceac also we find primitive 
relationships. In Archidium the sporogoniiim, as in Sphagnum, comes out of 
the ruptured archegonial venter, and in Nanomitriiim * (sec Fig. 120, //) the 
capsular portion of the embrj’o presses together the cells of the archegonial 
venter until they are not recognizable; thereafter the capsule of Nano- 
mitrium carries upon its apex the archegonial neck alone. The increase of 
the venter after fertilization provides a protective organ to the embryo, whose 
lower half bores more or less deeply into the moss-stem, and the ensheathing 
portion of the moss-stem—the the continuation of the 

calyptra. In some Musci the venter forms at the same time a water- 


reservoir for the embryo. In 
Funaria hygromctrica and other 
Funariaccac. as well as in Fn- 
calypta vulgaris, the venter 
bulges out in its lower part 
and separates from the embryo, 
a behaviour that was quite un¬ 
intelligible until I showed - that 
between the venter and the em¬ 
bryo there is fluid. The locali¬ 
ties in which these Musci "row 

O 

make it probable that the water 
thus excreted is made use of 
by the embryo at a later period, 
but an experimental research 
devised to settle this point gave 
no more result than it did in 
the analogous case of the e.xu- 
dation of water in the flower- 
buds of many Spermophyta. 

In most Musci the elon¬ 
gated spindle-like embryo issues 
out of the archegonial venter 
at an early period. It lifts 
off the calyptra at its base 



Fee. PoIytrlchuiD. Shoot-apex ia loncituciinal section. 
Lcaics are «cn on the outside. A sterile nrd»econtum on its 
stalk IS on the right. At the summit one fertile archr^oniuin 
enclosing an embryo. The embno has grown down into the 
sulk of the archegonium, which stalk increased greatly in 
sue after fertilization look place: how greatly may be seen by 
companson with the s^talk of the slenlc archegonium. Out 
of the archegonial venter which is fonning the calyptra m.inv 
celbrows have c!cvclo|>cd in basipetal succession. These arc the 
hairs of the calyptra. The upji. r ones arc thick-wallcd and are 
* 'he lower are thin wailed and absorb water. Mag- 


where frequently a line of separation is early marked, and carries it up as 
a cap which invests the end of the sporogonium until shortly before maturity 
(Fig. 124, c). In Musci which live in dry places, like Polytrichum, Ortho- 


p'^I^^SoniatensUidien: VII. Ober die Sporenaussiremmg bei den Laubmoosen. in Flora, 
ovLiooS’ statements of Hedwig, which have been entirely 
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trichum.and others, the calyptra is strengthened by ^hairs' ^ which are merely 
protoncma-threads of limited growth which have grown out of it after fer¬ 
tilization. These ' hairs ’ in Polytrichuni are branched cell-rows which are 
closely interwoven with one another I The cell-walls of the stronger threads 
are thick and cuticularizcd, clearly showing that they act as a protection 
against drought (Fig. 119). 

The interpretation of these hair-like outgrowths upon the calyptra as 
protonema-threads may at first appear surprising, but a protonema out of 
which new plants arise is dev'eloped out of the calyptra in Conomitrium as 
I have before now shown ^ In Polytrichum, Orthotrichum,and other Musci, 
these protoncmata which are only formed after fertilization on the calyptra 
are very characteristic. They have oblique walls, for example in Poly¬ 
trichum (Fig. 119). In this genus they evidently also serve for the absorption 
of water for the embryo so long as it is small and enclosed in the archegonial 
venter. The ‘ hairs ’ are developed in basipetal succession, and whilst 
the upper thick-walled ones retain air between them and protect from 
drought the archegonial venter enclosing the embryo, the lower, being still 
thin, absorb water, and it is through them that the store of water in the 
venter in Funaria and Encalypta is renewed. 

In many Musci the embryo is surrounded by a hyaline mucilage* 
which, in my view, is a protection against the entrance of water, as the 
neck-portion of the archcgoniuin is by no means always closed after fertili¬ 
zation. 

Structure and development of the embryo. The cellular construction of 
the embrj'O in Sphagnum is like that in many Hepaticae. A transverse wall appears 
in the fertilized egg. The lower half then undergoes a few divisions; the upper 
divides into six to eight transverse disks, and each of these again into four quadrants 
whose further development will be mentioned below. 

In all other Musci the method of division is different. After one or two trans¬ 
verse walls have appeared in the fertilized egg there arises in the upper cell, the 
one next the archegonial neck, an oblique wall to which a second wall, inclined to 
and opposite to it, follows. A two-sided apical cell is thus produced which gives rise 
to a number of segments (Fig. 120, I), but at a later period it sometimes becomes 
replaced by a network of cells, in the same manner as we find it in the apical cell 
of many prothalli of ferns, or of the strobilus of Equisetum. 

In the cell-mass which constitutes the young embryo a relatively small number 


> The name Orthotrichum indicates that these 'hairs’ are erect. They are narrow cell-surfacw of 
similar oripn to the parapbyllia in Thnidiam. Their cells remain alive for a long time, and m y 

also share in the uptake of water. . 

. S=e Fritsch, (Jber .Inige mccho-bcha Einrich.ang.. im „..om|Sch=. 
juniperinum. Willd., in Berichte der deutschen botanischen Oesellschaft. 1 (1S83), p. 3 , 

> Goebel, Die Mnscineen. in Schenk’s Handbncb der Bofanik, 11 (i88j). von 

‘ This is found in Andreaea and Sphagnum. See Waldncr, Die Entwicklung p o 

Andreaea ond SphagDum, Leipzig, 1887. 
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of the cells are devoted to the formation of spores. Most of them remain sterile and 
serve partly for the nutrition of the fertile ones, partly for the distribution of spores. 
We do not find amongst the Musci so primitive a sporogonium as that of Riccia 
amongst the Hepaticae, but, apart from Archidium, only such as correspond with 
the type represented by Anthoceros. 

In the capsular portion of the moss-sporogonium there is differentiated at an 
early period a fertile cell-layer—the archesporium. Its evolution may be readily 
followed in transverse sections. If we make a transverse section through a young 
embryo only two cells can be seen at first, and these are separated by the segment- 
wall. Then follows a second wall at right angles to the first, and thus a cylinder of 
quadrants arises, but this is not formed in Archidium. In each quadrant there is 
formed an inner and an outer cell by the appearance of either an anticlinal or 



FiC-uo. Nanotni^riuin tencruro. Archc^onium after fcrtllitation and youn^; sporogonium at (ilfforcnt stapes 
of acvelopment in longitudinal section. /, young embno siill within the archcgonial venter. //, older embryo* 
///•i? ; the foot. has bored into the stalk of the aTchrgomum : 5 . stalk of the sporoffonlim. 

///, still older ambr^ Q ; a. amphitheoium divided by periclinal wallv /I' sporogonium showing the sporocyti-s in 
great part separate around the columella. Inmost of the sporocvtcs the cont(*nts are indicated, in others they 
are absent, having fallen out in procc&i of sectioning. All magnided; / the most highly magniUcd. 


a periclinal wall (Fig. 12 2, r), and thus we have four inner cells which may be called 
the endothecium, and a number of outer ones which may be called the amphithecium 
(Fig. 120, //, III). A primitive sporogonium would be one in which the amphithe¬ 
cium formed the wall of the sporogonium, whilst the endothecium gave rise to the 
spores. As a fact there are differences in the cell-contents between these layers in 
Nanomitrium, and the endothecium is much more rich in protoplasm. In Archidium 
the whole endothecium is an archesporium, but all its cells are not fertile; only a few, 
one to seven, become sporocytes j the others are nutritive cells ' as in Ridla. In the 
other Musci we always have an archesporium in \.\itioxmoUnecel/dayer{V\g. 122,2). 


‘ Nothing is known regarding the nature of their conlents. Leitgcb speaks of them 
water, so that possibly there is water-storage. 


as * clear as 
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In Andreaea and Sphagnum this is dome-shaped (Fig. 121. C, spo)- in the others it 



C, F» Spbai^num acutifolium. B, archegonium with 


section ; a/t, neck of archegomum: ca, calyptra; capsule; spore* 
sac with spores: co, columella: sfiy» foot of tne sporogonium; fs, pseud> 
podium. opened antheridium with escaping sprrmatoioids. F, single 
spermatozoid. Sphagnum squarrosum; mature sporogonium. fs, pseudo* 
podium; cj, calyptra; A, capsule; i/, operculum. AH magnified. After 
\V. P. Schimper. Lchrb. 




Fig. ua. 
tation of embrvos 


Funaria hygromclrica. 
of <flf 


Slightly diagrammatic represen* 
U. ... ...fferent age in “ansverse section, i, young 

cmbr\‘o : E. endolhccium; A, am^ithecium. a, older embr);o . arch • 

sporium shaded. 3, still older embryo; on archesponurnj/^olerceh 

lilar spaces in ific amphithecium ; A ‘he cell-layersfon^.by the 
division of one layer in the amphithecium and which 
archesporium, and out of which, at the top of the capsule, the pen- 
stomc arises. 


is pierced both above and 
below by sterile tissue, and 
thus has the form of a 
barrel open at both ends. 
The sterile tissue is very 
early laid down, and it is 
the columella. In Sphag¬ 
num the archesporium 
arises out of the amphi¬ 
thecium, the endothecium 
forms the columella alone. 
In all other Musci the en¬ 
dothecium divides by peri- 
clinal walls into an outer 
cell-layer, the archespor¬ 
ium, and a central sterile 
part, the columella. Both 
undergo further divisions; 
in the archesporium spo- 
rocytes are produced (Fig. 
120, IF). The amphi- 
thecium undergoes cell- 
division by which it be¬ 
comes many-layered even 
before the appearance of 
the archesporium. There 
is produced within the amphi¬ 
thecium an intercellular space 
which separates an outer 
many-layered capsular wall 
from two cell-layers lying 
against and enclosing the 
archesporium (Fig. 122, 3). 
Thesetwocell-layersaretermed 
the Ollier spore-sac. The outer¬ 
most cell-layer of the columella 
abutting against the inside of 
the archesporium is the inner 
spore-sac. These cell-layers 
limiting the archesporium on 
the outer and the inner sides 
are distinguished by the rich¬ 
ness of their cell-content, and 
it is clear that their function 
is to provide nourishment to 
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the archesporium and its sporocytes. The construction of a copious sterile tissue 
—columella, wall-layer, and others—in the capsule, is evidently connected with 
the formation of the spores. In small capsules which form few spores there are few 
sterile cells. There is but a small demand for nutrition made by the fertile cells, 
and we find in ripe sporogonia, like those of Nanomitrium (Fig. 123) and Ephe- 
nierum, almost none left over. The cells of the columella serve only as nutritive 
cells, and before the spores are ripe they become used up. Ephemerum and 
Nanomitrium were regarded formerly, indeed up to quite recent times, as having 
no columella. Its existence in Ephemerum was pointed out long ago by J. N. C. 
Miiiler, and more recent investigations have shown me that it is present also in 
Nanomitrium, but in a very slightly developed condition. The more spores there 
are formed the larger is the columella. 

It serves as a nservoir of water and of 
food-material for the fertile cells, and 
it is commonly rich in starch. 

In speaking further of the 
phenomena of life of the sporogo- 
nium, we must, first of all, notice 
its nutrition and then the manner 
in which the spores arc scattered. 

2 . RELATIONSHIPS OF NU¬ 
TRITION OF THE SPORO‘ 

GONIUM. 

The whole embryo of the 
moss is, in its earliest stages of 
development, a parasite upon the 
moss-plant. The lower, sometimes 
swollen, portion—the foot —serves 
as a haustorium, and is therefore in 

f • TN* « Pig. t3j. Kanomithum ten^rum. Almost ripe sporo- 

TTlAny CAS6S, tor OXAniplC in Diphy- fjonium \n transverse section ; M, annulus. The spores are 
« « jT»t • tetrads. The cells of the amphithecium have almost 

SCIUm and ijuxbaumia, provided disappcaretl excepting the wctU layer. The columella 
.. . • * • . has entirdy disappeared. Magnified SiO. 

With Special tubular outgrowths 

which are chambered by cross-walls and may be so far branched that they 
are like rhizoids. With regard to the absorption of water the sporogonium 
in most Musci depends permanently upon the mother-plant \ yet there are 
forms like Eriopus remotifolius which are able to take up water through the 
abundant hair-like outgrowths of the stalk of the sporogonium. 

Rooting by rhizoids. Eriopus is also distinguished by this other 

‘ Goebel, Archegonialcnstadien: I. Die einfachste Form dcr Moose, in Flora. Ixxvi (Ergan- 
zungsband zum Jahrgang 189a), p. 103. 

* There is frequently in the seta a ventral strand of Ihm-walled tissue wanting protoplasm the 
leptoxyltm ol Vaizey, and it is the conducting channel; see Vaizey, The Transpiration of the 
Sporophore of the Mnsci, in Annals of Botany, i (1887). p. 73; id. On the Anatomy and Develop¬ 
ment of the Sporogoniom of the Mosses, in Journal of the Linnean Society, Botany, xxiv (1888). 
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peculiarity, its sporogonium possesses rhizoids—the only example I know 
of a sporogonium rooting by rhizoids. The rhizoids are developed at the 
point where the sporogonium sits within the ruffle-like vaginula. They 

arise by the outgrowth of superficial cells and are cell- 
rows with partly oblique, partly transverse walls. They 
form a dense weft, and also in part grow downwards 
upon the outside of the vaginula. Rhizoids also force 
themselves into the vaginula from above, and they lay 
themselves upon the foot of the sporogonium, which is 
composed of large cells rich in cell-contents. Whether 
they also force themselves between these cells of the 
foot, I have been unable to determine from the small 
amountof material available for investigation. One might 
make these features in Eriopus the foundation of the 
most daring phyletic speculation. Such a rooting sporo¬ 
gonium requires only to grow out further at its apex 
and to branch and so forth in order to approach the 
behaviour of the sporophyte of the Pteridophyta. In 
my opinion such a conclusion would be absurd. We 
have here only what is indeed a remarkable adaptation, 
and it no doubt stands in connexion with the fact that at 
the point of junction of foot and seta of the sporo¬ 
gonium the cells become brown at a very early period 
and, as it appears, die off. By this the conduction of 
food-material is made difficult or interrupted. This 
interruption in the supply will be overcome by the 
development of rhizoids in the directions described; 
those to the outside will take up water, and those to 
the inside will lay claim to the material contained in 
the foot. 

Assimilation. The Apophysis. With regard to 
the nutrition of the sporogonium in other forms it has 
been definitely proved within recent times, especially 
coSmunc,’’' by Habcrlandt *, that the sporogonia of many Musci are 

KdsV';.! capable of independent assimilation. They are possessed 
of an assimilating chlorenchyma which is developed 
Lehrb. unequal quantity in the different forms, but 

in some cases approaches palisade-parenchyma. In a sporogonium ojp"" 
ized so simply as that of Nanomitrium, the assimilation by the chloro- 
phyllous wall-layer of the sporogonium can only be slight, and the same 
must be the case in other Musci, like Eriopus. with little capsules. But 

> Haberlandt, Physiologische Pflanzenanalomie, Ed. 2, Leipzig, 1896. 
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in others the assimilating tissue is present, partly in the wall of the 
capsule, partly in that portion of the sporogonium which lies below the 
capsule and at the top of the stalk, and is known as the apophysis Upon 
this apophysis in many Musci there are stomata of quite the same structure 
as those of the higher plants and they place the numerous intercellular 
spaces of the tissue in communication with the outer air, and so make 
possible an exchange of gases and transpiration. Their different method of 
formation need not be dwelt on here. It may only be mentioned that they 


are rudimentary in Sphagnum, which shows that Sphagnum is derived from 
a form whose sporogonium projected out of the archegonial venter and 


displayed an assimilation-capacity 
like the sporogonia of the ma¬ 
jority of other Musci, and that in 
this it was much nearer these other 
Musci than is the genus at the 
present time. Sphagnum, indeed, 
is evidently not a primitive but a 
greatly altered form, as we have 
already learned when considering 

its germination, and as the be- 

% 

haviour of its antheridia, if we 
accept the statement of Leitgeb, 
confirms. However this may be, 
at any rate it is remarkable that 
in the Bryophyta the formation of 
stomata repeatedly appears, as for 



S. n 


example in Anthoceros and in the 
different series of the Musci, and 
they in every way correspond with 
the stomata of the Spermophyta. 

The development of the apo- 


Fig. U5. Splichnuni luleum. /, capsule open; 
wpb)-si*. //.unopened capsule in longitudinal section; 
J. seU; Lx. leptozylcm; sp. stomata on apophysis ; c! 
columella: A lynstomcMx, archesporium; #*,intercellular 
space, in and IV. diagrams to illustrate the opening of 
the capsule m Splachnum ; aa. peristome, inclined in IIL 
recurved in ^.terminal disk of columella. / magnified 

3. Alter Hedwig. II. magnified. After Vairey. A/and 
IV. magnified. After Br>'hn. 


physis in many species of Splachnum is remarkable, especially in S. rubrum 
and S. luteum^ (Fig. 125, /, //),m which the apophysis grows out into an 
umbrella-like fringe which in its structure resembles a dorsiventral leaf, and 
possesses stomata only upon the upper side. The apophysis also takes a 
share indirectly in the scattering of the spores as we shall see later. Other 

Splachnaceae also have the tendency to develop large apophyses_a character 

which has resulted in the most remarkable constructions. 


> See alL Vuilkl ^ m reckoning the apophysis as a portion of the seta, not of the capsule, 
xix fi886V R homologies des Mousses, Bulletin de la Sociiti des sciences de Nancy, 

^ ® ^ Anatomic der Lanbmooskapsel, in Botanisches CentralbUtt, xUi 

V Sporophyte of Splachnum luteum, in Annals of Botany. 
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3 . ^RRAf\rGF:A/£.VTS FOR THE SHEDDING OF THE SPORES'. 

The whole configuration of the sporogonium has as its aim formation 
of spores and then distribution of spores. It has been already shown that 
the most simple constructions of the sporogonium are found where few and 
relatively large spores are contained in the sporogonium. Where many 
spores are formed there are often complex arrangements which have as 
their object gradual discharge of the spores. 

Cleistocarpous Forms. In most Phascaceae arrangements for distri¬ 
bution of spores are not present. The sporogonium is cleistocarpous : it does 

not open; it rots ^; as we see in the sporogonia of 
Jl Ephemerum and others it can easily be broken off and 

carried away as a whole by rain. Whether the bright red 
^ colouring of the sporogonium of E. serratum has anything 

^ to do with attraction to animals requires investigation. 

% WJ " It is remarkable that we have in Nanomitrium amongst 

the Phascaceae, a genus whose sporogonium opens by a 
lid and where there is an annulus, although indeed only 
^ rudimentary one (Fig. 12$, A). This shows us that a 
sharp distinction between cleistocarpous and stegocarpous 
^ 4 Musci cannot be made. The majority of the Musci are 
stegocarpous. 

SCHIZOCARPOUS Forms. Andreaea, however, is an 
exception, and its sporogonia are schizocarpous for no lid 
is produced, but four to six lines of dehiscence are laid 
down in the middle portion of the wall of the sporogonium 
and there it opens in dry air when mature (Fig. 126); 
if the capsule is moistened the valves close the slits. As 
peuo‘j.h!i^>^”i^ud“ the mass of spores in the capsule is moist it is glued to the 

r t valves and the spores as they dry are then gradually re- 
fou^ slits moved in clusters by currents of air. 

Magnified IS. Lef.tb. STEGOCARPOUS Forms. In the stegocarpous Musci 

the upper part of the capsule falls away as a lid. The line of separation is 
characteristically constructed. The processes which condition the separation 
have not been investigated from all sides, and they are somewhat different in 
the several groups In most cases there is an annulus, that is to say, a ring 
of one or more cell-layers lying over one another and distinguished by their 

> See Goebel, Archegoniatenstadien: VII. Uber die Sporenausstreuong bei den Laubmoosen, in 

Flora, Ixxx (iS 95 )i p. 459 * i_ i ^ -Xa 

» Regarding Phascum subulatum and Physcomitrella patens, see Goebel, op. at., p. 464- Ibe 

division of the Mnsci into cleistocarpous and stegocarpous groups is entirely artificial. Cleistocarpous 
foims aoDear in different cycles of affinity. 

* See^Dihm, Uatersuchungen iiber den Annulus dcr Laubmoose, in Flora, Ixxix (Erganzungs- 
band zum Jabrgaog 1894), p. 286. 


FiO. ta6. Andreaea 
petrophila. /r. p^eud^ 


capsofe openin? by 
four slits; calyptra. 
Magnified t2. Lenrb. 
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mucilaginous contents (Fig. 128). The mucilage acts as a store of water, 
and brings it about that the cells of the annulus, as they dry, crumple up less 
than the other parts of the capsule, and in this way tensions arise which result 
in the splitting of the wall of the capsule. The function of the annulus ends 
with this in many Musci. In the species of Hypnum it remains in connexion 
with the open capsule, or falls off in small pieces ; but in other Musci it rolls 
itself off in one piece through the change in volume which its cells holding 
mucilage experience in their swelling in consequence of the moisture which 
has penetrated through the opening into the wall of the capsule. With refer¬ 
ence to the many details, especially the 
remarkable behaviour of Tetraphis, 

Buxbaumia, and others, I must refer 
to the special treatises which are cited 
in the notes. 

The arrangements for shedding of 
spores,as theyare met with in the stego- 
carpous Musci, are also multifarious. 

First of all let it be noted that the cap¬ 
sule is usually raised up above the stem 
by means of the stalk or seta, or it 
may be by the formation of a pseudo¬ 
podium, as in Sphagnum (Fig. i2\, D) 
and Andreaea (Fig. 126), that is to say, 
by a stalk-like elongation of the axis 
of the shoot immediately beneath the 
archegonium in which fertilization has 
been effected. In Musci which live on 
the stems of trees or on bare rocks, the 
seta is usually very short; they are ex¬ 
posed to relatively strong currents of air. 

The character of the mouth of the 
capsule is of special significance in re¬ 
gard to the shedding of spores, whether 
it possesses a/«’/'w/iJwc(Fig. 127) or not. 

A great portion of the aperistomous 
Musci was formerly grouped together in a special genus, Gymnostomum, but 
.t was subsequently recognized that forms without a peristome were found 
m the most different cycles of affinity. In the most of them we can scarcely 
express an opinion as to whether this want of peristome is a primary or 
a reduced character, and the phylogeny of the peristome of Musci is one of 
the most obscure parts of the natural history of the group >. We may regard 

‘ PhillibCTt, s«rle peristome dts Mobss«, in Rctoc brvolo.ione iSS, n . , 

np the question. ib04» 1890, docs not clear 






Pig, 127. Mnmm homum. plant with voune 
sporoijonmm still bearing its calyptra, e. ^ plant 
with npe sporogonium; r4. rhizoids;^, svta; Jt. 
capsule; < 1 , operculum. C, ripe capsule with opercu¬ 
lum, d, removed ; peristome, two tectK of the 

portion of the inner peristome 
with tMih and 6nc scattering threads. A. k natural 
sue; C magnified $ ; D,£. magnified 58. Lehrb, 
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the want of a peristome in Nanomitrium, for example, as primary, but it 
may be a reduction in Orthotrichum gymnostomum, as its allied species 
are all provided with a peristome, and even in this species itself a rudimentary 
peristome exists'. The want of a peristome can be easily explained 
biologically. It is absent mostly in small capsules with narrow mouth, for 
example Schistostega, Hymenostomum, Pottia, and the spores are held 
together in one mass by means of thickenings of the spore-wall, so that 
they are only gradually thrown out. 

An isolated case 2, so far as we know, is found in the distribution of the 
spores in Sphagnum 3 . When the ripe capsules of Sphagnum dry they 

explode with an audible sound, as indeed Bridel 
knew, and the cap and the spores are abjected 
for a considerable distance, as much as ten cen¬ 
timeters. This takes place on sunny days, and 
as the sun dries the capsule the columella is 
dried up and is replaced by air. In the process 
of drying the longitudinal diameter of the 
capsule is not changed, but the transverse 
diameter is considerably shortened, and thus 
the previously nearly spherical form of the 
capsule becomes more cylindric, and the air 
in the capsule underneath the spore-mass is 
consequently compressed. The lid of firmer 
texture does not shrink, or shrinks less than 
the capsule. In this way a difference in tension 
arises, which brings it about that the lid, at the 
position of the annulus, is broken off from the 
capsule and, together with the spores, is shot 
Fig. ja8. Mniam hornutn. Portion Qut bv the compresscd air Hkc a bullct from 

of wall of capsule m the region of the ^ ^ r ^ 

annulus, inirans\crse section; tf, muci- an The discharge of sDores takcs 

lage-celUof the annulus; 1, a, 3,4* ® ® 

ccMive cell layers of the aropbilhcclum ; nlacC here OHCe and lOV all, and With COH- 
, partial wall* in I c ken mgs of teeth r ^ ^ r 1 • 

of outer peristome; t inner peristome sidcrable force, which makes perfectly certain 
LArb. scattering of the spores—not in moist 

weather, however, because that hinders the drying of the capsule. 

Where a peristome exists it prevents the entrance of moisture into the 
capsule, and it takes a share in the distribution of the spores. It arises 
always out of the amphithecium and consists, except in Tetraphis and the 
Polytrichaceae, always of fragments of cell-membrane, that is to say, the 

> See Goebel. Archegoniatenstudien: VU. Uber die Sporenausstr^g bei den Laubmoosen, in 



Wkh «garf W^’phL’cum ephemeroides. see Hedwig, Descriptio et adumbiatio microscopico- 

aualytica mnsconun frondosonim, Lipsiae, 1787. . rt 1 -js 

’ See Nawaschin, Uber die Sporenausschleudernug bei den Torfmoosen, in Flora, Ixxxui (1897). 


p. 151. 
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thickened portions of the cell-membranes left after the thinner portions arc 
destroyed. There are different types, of which the chief, from the biolo¬ 
gical standpoint, arc mentioned here. It must be remembered, however, 
that the several groups are not sharply separated one from the other:— 

{A) THE PERISTOME ALONE TAKES A PART IN THE SHEDDING 

OF THE SPORES. 

I. The Peristome serves only as a Hygroscopic Lid to 

THE Capsule. 

Type of Weissia. The teeth of the peristome, when moistened, bend over 
the mouth of the capsule and close it; when dry, they are bent backwards. The 
peristome is a simple one. 

Barbula. In Barbula there is a slight modification of this type. The 
thirty-two teeth of the peristome are spirally twisted, and they fit closely to one 
another, and in many species, for example Barbula subulata, are united below 
by a membrane. As they dry the teeth twist into a brush; at the base they 
separate from one another, and there allow the exit of the spores. 

Trichostomura. In the allied genus Trichostomum the hair-like teeth form 
a sieve which only allows of a gradual exit of the spores. This is a connecting 
link with the next. 

II. The Peristome secures besides the gradual discharge 

OF THE Spores. 
j. Peristome Single. 

(rt) TrelUs-ivork of Long Teeth. 

Dicranaceae, Fissidentaceae, Ceratodon. There is a development of 
long teeth which, in the dry state, remain bent over the mouth of the capsule, 
and so form a trellis-work. \Ve find this in a number of Dicranaceae and Fissi¬ 
dentaceae, and in some the long teeth serve for the abjection of the spores; 
according to Steinbrinck this is also the case in Ceratodon purpureus. The teeth 
curve inwards when dry; the spores readily stick to the processes of the teeth as 
they primarily form one moist mass, and they are then easily thrown outwards 
as the teeth curve outwards. 

(<^) Permanent Union of Teeth at the Tip. 

Type of Conostomum. In Conostomum the teeth form a cone which has 
sixteen long splits; moistened, these close; in dry air they open. I have often 
asked myself whether an arrangement of this kind,. that is to say a membrane 
provided with holes, might not be a more primitive type of the peristome than 

that in which there are single teeth to the peristome. It occurs in different series 
of Musci. 

2. Peristome Double. In this Case the Inner is usually 

NOT Hygroscopic. 

(a) The Inner Peristome iiarrmvs the Capsule^mouth; the Outer is only a Lid. 

Orthotrichum. The inner teeth bend in dry air over the mouth of the 
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capsule ; the outer bend backwards In Orthotrichum callistomum the teeth 
of the peristome hang together in the centre, and there is formed a caster. 

FontinaUs and CincUdinm. A caster is also produced in Fontinalis, where 
the inner peristome makes a delicate trellis-work ; also in Cinclidium, where it 
appears as a dome with sixteen holes at its base, which are closed in moist air by 
the teeth of the outer peristome. 

Funaria. The teeth of the outer peristome in Funaria converge together 
at the tip, and they form a sieve there. The teeth of the inner peristome bend so 
that they narrow the position where the slits between the teeth of the outer peri¬ 
stome are the widest. In moist air the slits, through movement of the teeth 
of the outer peristome, are completely closed. 

Type of Bnxbaumia. The inner peristome is a funnel, composed of a 
folded membrane, and with a narrow mouth. This alone exists in Diphyscium 
and Buxbaumia aphylla. In Buxbaumia indusiata there are traces of an outer 


?a 

R- 


FlO. 129. Buxbaumia indusiata. Not rjuite maturr peristome in transverse st'Ction; P/i, perislomcmembranc; 

Pa, outer pcristofoe-tccth. 

peristome (Fig. 129) in the form of small teeth whose function is unknown. The 
folded peristome of the Buxbaumiaceae arises through a special process of 
division in a ring-like cell-layer ^ which we must regard as the original position 
of the peristome. Probably in all Musci the origin of the peristome may be 
traced back to the innermost cell-layer of the amphithecium, which layer, however, 
may itself undergo divisions, as in the Buxbaumiaceae and Polytrichaceae. There 
would be then, if this were general, a certain analogy with the archesponum, whic 1 
also is laid down in all Musci as one cell-layer. This point requires 
investigation. At any rate the difference in the formation of the peristome with 
the genus Buxbaumia shows us again, what has been alrea y sug^es e 
other grounds, that it is a very old type. The funnel of the ^ ' 

about naturally that the spo res only gmdually escape, and they would be read.l) 

1 With regard to abnormal species of Orthotrichum, see p. 162. 

» It is indicated in Fig. 129 by the bracket. 
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washed away if a rain drop should fall on the upper surface of the dorsiventral 
capsule f Diphyscium*. The separation of the thickened outer membranous 
layers in Buxbaumia indusiata, which have given it its name, may possibly pro¬ 
vide parachutes. 

(/') JV/t’ Inner Peristome serves also for the A/jeetion of the Spores. 

'I’his is observed in a number of Bryaceae, Hypnaceae, and Mniaceae 
(Fig. 127). The mouth ofthe capsule is here mostly directed downwards; thespores 
reach the funnel of the peristome, but do not fall directly out of it; they are thrown 
out only by the threads of the inner peristome. 


(A‘) THE COLUMELLA ALSO SHARES IN THE SHEDDING 

OF THE SPORES. 


Type of Pottia truncata. This arrangement is found in many forms without 
a peristome, like Pottia truncata, in which the columella narrows the capsule- 
mouth and so prolongs the shedding of the spores. 

Splachnaceae. The same arrangement occurs also in the species of Splach- 
num" (Fig. 125, ///and /!'')• The columella in Splachnum has a disk-like expan¬ 
sion at the top. When the capsule shrinks the peristome curves outwards and 
downwards, the disk of the columella is projected beyond the mouth of the capsule, 
and at the same time the axis of the columella elongates, according to Bryhn, 
and this aids in pressing out the spores, which are here, as in many other mosses 
aggregated at first in a sticky mass. In moist air the capsule elongates again 
and the peristome closes over it. It is now remarkable that the spores in 
Splachnum, according to Br)hn’s observations, arc spread by flies, which are 
attracted probably by the brilliant colour which distinguishes the apophysis, as 
the specific nomenclature in the genus indicates, for example in S. luteum and 
S. rubrum. We have in the visits of these insects an explanation of the peculiar 
habitats of the Splachnaceae—excrement and remains of animals. These stations 
are, as is known, visited by flies for oviposition, and they deposit at the same time 
the spores of the Splachnaceae. This is, so far as I know, the only case which 
has been established of spore-distribution by animals in the Musci, but it is 
probable that there are other cases. 

Type of Tetraptiis. The ripe capsules of Tetraphis pellucida and allied 
forms have a peristome of four teeth which have between them in dry air only 
relatively small slits. In moist air these slits are closed. The teeth arc not 
portions of cell-membrane, but the whole upper part of the capsule, excepting 
the lid, splits into four pieces, and the columella therefore shares in the formation 


• ^ GoeUl Ober Sporenverbreilung durch Regentropfen, in Flora. Ixxxii (1806). p. 480 

Flor? Vll.Ubcr die Sporenausstreunng bei den Laubmoosen, in 

lora, Ixxx (1893). p 481, where I give an account of the behaviour of Splachnum base<l upon my 
exammalion of dried material Bryhn (Bcobachtungen iiber das AusstrLen der Sporen Li den 

Splachnaceen, m Biologisches Cenlralblalt. 1897. p. 48) confirms in essenUals my obLvations- he 
was evidently unaware of my previous publication. ^ nervations, He 

importance in connexion with the she,l 
ding of the spores, and this requires further investigation. * 
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of the peristome. But one finds here also • the characteristically thickened cell- 
lajer, which elsewhere ts alone used for the formation of the peristome, and it is 
as usual the innermost cell-layer of the amphithecium. 

Type of Polytriohaeeae. In all the Polytrichaceae the teeth of the peri- 

stome are formed out of 
entire dead cells, as has been 
mentioned above *. These 
cells arise from the mother- 
cells of the peristome by 
cell-division, which proceeds 
further than it does in the 
Buxbaumiaceae. 

In Dawsonia, a genus 
very near Polytrichum in its 
vegetative characters, the 
peristome is a long brush 
of numerous bristles. These 
bristles are segmented by 
cross-walls, which are usually 
oblique. I had recently 
opportunity in Australia to 
examine two species of Daw¬ 
sonia, the beautiful large 
Dawsonia superba and the 
smaller Dawsonia polytri- 
choides, and will here" only 
note the following :—The 
capsule is in both dorsiven- 
tral, as it is in Diphyscium. 
It possesses a flat side and 
a bulged side. It originally 
stands erect; then it bends 
so as to approach nearly 
the horizontal. The spores 
may become discharged by 
the same parachute-arrange¬ 
ment as occurs in Diphys- 

Fjo. 13a Dawsoni.a saperba. I, portion of tbe peripheral region cium, each shaking Sufficing 
of the upp«r part of the capsule in transverse section ; walWayer; . i-mf thA 

P, peristome \ Co, columella. II, outline of whole capsule in transverse tO DFing OUl me 

sectioD, lettering as in /. //less highly magnified than /. thrOUgh th6 slitS of thO 

pencil-like peristome. The spores are very small, and with this the construction 






‘ Goebel, Archegoniatenstndien: VII. liber die Sporenansstreuung bei den Laabmoosen.in Flora, 
Ixxx (1895), p. 48a. * See p. i6a. 

» With reference to the deUils I must refer to a communication which will soon appear. 
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of the peristome corresponds. Whilst it is possible, as is stated that the columella 
in Dawsonia takes a share in the building of the peristome, I must against 
this point out that my earlier expressed doubt of this has been confirmed by 
examination of the history of development. Although an external sharp differen¬ 
tiation between peristome and columella does not e.xist, yet both can be readily 
recognized as separate tissues. The peristome proceeds from a ring-like mass of 
tissue (in Fig. 130, //, it is shaded), which, on its side, owes its origin evidently 
to the tangential splitting of one or a few cell-layers. From the originally similar 
cells smaller cells are cut off (Fig. 130, /), reminding one of the processes in 
Diphyscium and Buxbaumia, and these acquire a stronger thickening of their wall. 
These cells, placed over one another, form then the bristles of the peristome, 
which become isolated by the disappearance of the soft-walled cells. 

In other Polytrichaceae we have the type of the pore-capsule. The mouth 
of the capsule is closed by an epiphragm which proceeds out of the columella, and 
is a thin membrane which is destroyed at a later period. The teeth of the peri¬ 
stome united with the epii)hragm consist of bundles of mostly curved horse-shoe- 
shaped cells. The construction and origin of the peristome of the Polytrichaceae 
evidently point to their being far removed from the primitive type. 

Reviewing what has been so shortly stated regarding the wonder¬ 
fully multifarious arrangements for the distribution of spores, it is clear that 
we can now recognize on the whole the method of working of these arrange¬ 
ments, but we cannot explain how they have come to be in the several allied 
groups of the Musci, whose connexion is not yet very clear. Although this 
problem offers a better prospect of solution, it has stimulated less discussion 
than has that of the connexion between the Bryophyta and the next higher 
group, that of the Pteridophyta. We shall now proceed to consider, at 
least in part, the researches bearing upon this problem, although they have 
not led to positive results. 


■ Hooker (Musci exotici, Tab. clxii) represents the bristles of the iieristome as 
columella m Dawsonia polytrichoides. This I have never seen. 
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PTERIDOPHYTA AND 
SPERMOPHYTA 


The Pteridophyta and Spcrmophyta, like the Bryophyta, exhibit in the 
course of their development a sexual generation, the gametophyte, alternating 
with an asexual generation, the sporophyte. In the Spcrmophyta the alter¬ 
nation of generations is concealed in the formation of the seed, which is 
a special further development of the megasporangium. Therefore the 
gametophyte of the Pteridophyta only will be described here ; description 
of the gametophyte of the Spcrmophyta is deferred until the development 
of the sporangium has been described. 


THE GAMETOPHYTE IN THE PTERIDOPHYTA 

It has been shown that the gametophyte in the Bryophyta, starting 
from simple relationships, attains to a more complex configuration in dif¬ 
ferent series, and that constructions outwardly alike, as for instance that of 
the leaf, may be arrived at in different series quite independently of one 
another. On the other hand, the structure of the sexual organs has moved 
along a common path, although even here there is no complete uniformity 
Similar features recur in the Pteridophyta. The formation of the organs of 
their gametophyte, which in them is termed the prothalhis, is by no**means 
so multifarious as it is in the Bryophyta. and this is connected with the 
short duration of life of the gametophyte and with the reduction which it 
experiences. Before describing the relationships of configuration the struc 
ture of the sexual organs must be described. 


Uteralure are not given here; it is fully set out by Douglas Campbell 
The Struclnre and Development of the Mosses and Ferns (ArchegoniaUe) London .So. ’ 

TMently y Sa ebeck, Pteridophyta, Einleitung, in Engler and Prantl, Die aaiiirlichcn Pllantenfamltien! 
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SEXUAL ORGANS OF PTERIDOPHYTA 


I 

STRUCTURE AND DEVELOPMENT OF THE 

SEXUAL ORGANS 

A. THE ANTHERIDIUM. 

The Spermatozoid. 


The antheridium is the seat of formation of the spermatozoids, which 
in the Bryophyta have uniformly two cilia—they are biciliate^ The Pteri- 
dophyta, on the other hand, may be divided into two groups according to 
the structure of the spermatozoids 

I. Pluriciliate Pteridophyta% 

Filicineae. 

Equisetaceae. 

Isoetaceae. 

3. Biciliate Pteridophyta 
Lycopodiaceae *. 

Selaginelleae \ 

The structure of the sexual cells is undoubtedly of great systematic 
value, for it is essentially constant within groups which we recognize as 
natural. We know indeed that the number of the cilia in the swarm-spores 
may be different in one and the same species of some Algae, for example 
Ulothrix, inasmuch as the megaspores have four cilia, whilst the micro¬ 
spores have only two, yet there the number is almost constant in each of the 


* See p. 9. 

^ Cycadneeae and Ginkgoaceae are pluriciliate. 

® The male gametes of the Coniferae, and perhaps also of the Gnetaceae, which exhibit only passive 
movement, are evidently connected with this series. 

^ The spermatozoids are only known in Lycopodium, not in Phylloglossum and the Psilotaceae, 
but it is highly probable that in these latter they are biciliate. 

* Isoetes is commonly placed among the Lycopoclineae, with which in its sporophyte it has some 
common features, such as the early disappearance of the apical growth of the leaf, the position of the 
sporangia upon the upper surface of the leaf, the dichotomous branching of the root, the prcs^ce of 
a ‘ Hgule.’ But these are not critical points. The position of the sporangia varies in the Filicineae, 
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categories of megaspores and microspores *. As this is the case in so ow 
a -roup we must regard the structure of the spermatozoid as a ver}' old 
chLcter and of much significance from a systematic standpoint. It is, 
however, probable that differaii developmental series are to be found 
within the pluriciliate Pteridophyta. yet we must regard the whole of them 
as having taken origin at an early period from biciliate forms. 

The finer structure of the development of the spermatozoids cannot be 
described here ; but I may point out that the spermatozoid of Lycopodium - 
appears to have the simplest construction, that is to say, it proceeds from 
a less fundamental transformation of the spermatocyte than is the case in the 
other groups. It has a conformation like that of the swarm-spore of many 
Algae—an elongated ovoid energid with a prominent nucleus within evident 
protoplasm and bearing two cilia slightly below its apex. It seems to include 
the whole plasm of the spermatocyte, whilst elsewhere in the formation of 
the spermatozoids a portion of the plasm of the spermatocyte remains 
behind unused, sometimes passing out with the spermatozoid as a vesicular 
body and then being cast off. 


The Structure of the Antheridiu.m. 

The structure of the antheridium exhibits two types in the homo- 
sporous Pteridophyta, but these are not sharply differentiated ;— 

(<7) Embedded. The antheridium is either entirely or in part sunk in 
tissue. This arrangement is found where the anlheridia arise upon cell- 
masses, and this is the case in Lycopodiaccae, Equisctaceae Marattiaceae. 
and Ophioglossaceae. This type also occurs in all the heterosporous Pteri¬ 
dophyta. 

[b) Free. The antheridium stands free, and this is the case when it 
arises upon a cell-thread or cell-surface. It then usually projects as a 
somewhat spherical body upon the surface of the prothallus, or it may be 


for example. The ‘ ligule* does not occur in all Lycopodineae* and is also found elsewhere. Both 
the ^ametopbyte and the sporophyte show such fundamental differences from those of the SelagincN 
leae that since I said (Outlines of Classification and Special Moq^hoIo^S English edition, Oxford, 
1887, p. 196), ‘The groups which have been brought together under the name Ligulatac have 
scarcely anything in common but the presence of a ligule. and it would be better perhaps to make 
separate divisions of them,* the Isoetaceac have been placed by various authors amongst the 
Kilicineae. 1 cannot but think that they would be belter considered as a special group tuar the 
Filicincae showing at the same time relationships to the Lycopodiacae« 

‘ Variations in the number of the cilia do occur in Lycopodium, where there arc occasionally 
three; see Bruchmann, Uber die Prothallien und die KeimpAanzen mchrerer europaischer Lycopodien, 
Gotha, 189S, p. 32. 

^ Bruchmann, op. cit. 

^ In £(]iusetum the antheridium may also be formed upon a cell-thread or cell-surface, but there 
arises then in the formation of the antheridium a cell-mass (sec p. 178). 
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seated on the cushion of tissue on the under side of the prothallus. Only in 
abnormal cases is the antheridium embedded. This type is met with in the 
leptosporangiate Filicineae. 

Embedded Antheridia. Where the antheridia are embedded we 
have to distinguish a limiting opercular layer to the outside, which serves, 
not only as a protection to the ripening spermatozoids, but also shares 
in the process of opening the antheridium. It consists of one layer in 
Equisetum (Fig. 131), and the Maraltiaceac, of two layers in the Ophio- 
glossaceae, whilst in Lycopodium there is an intermediate condition, for it 
is one-layered in the middle but two-layered or many-layered towards the 
periphery. In the Marattiaceae and Lycopodium this opercular layer, which 
originally starts from one cell, exhibits characteristic divisions resulting in 
the formation of a middle cell which is triangular in surface-view; in the 
Marattiaceae the pit around the antheridium is also surrounded by tabular 
cells cut off by periclinal walls from their neighbours, and these, like the 
tapctal cells of the sporangia or the ‘lid-cells' of the archegonia of many 

Coniferae, regulate the transport 
of food-material to the sperma¬ 
tocytes. In other respects the 
embedded antheridia proceed, if 
we except the mantle just men¬ 
tioned, just like the free antheridia 
from one mother-cell, and an ac¬ 
curate comparison of the history 
of development first made possible 
a discussion of the question of the 
correspondence of the two kinds 
in their whole construction. It 
may be mentioned here that the free antheridia are everywhere surrounded 
by a single layer of loall-cclls, and that many possess a short stalk. 

Opening of the Embedded Antheridium. It might be thought 
that structures which have been so often investigated as the antheridia of 
the Pteridophyta would be known in all the details of their structure and 
life-processes. I do not, however, think that this is the case. What, for 
example, is the work of the antheridial wall? We know that in the Biyo- 
phyta it not only serves as a protective envelope to the spermatocytes, but 
that it actively shares in the process of opening the antheridium. We know 
further that there is a difference in regard to it between Hepaticae and 
Musci so far as we are acquainted with them, inasmuch as the process of 
opening in Musci is brought about by a narrowly limited group of cells, 
sometimes only one cell, of the antheridial wall which forms the opening cap. 






Fig. i\t. Equisetum pratcnsc. Antheridia in longitu- 
iiinai »«*<.tion. The spermatocytes are not accurately shown. 
Ill the tipirc on the left the anthendium is half embedded, 
in the h^ure on the right it is completely embedded. 
opercular layer; //r. mcristem. MagniCed, the figure on 
the right mure highly than the other. 


* See \\ 10. 
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whereas in Hcpaticae there is no such limitation, but many cells take 
a share in it. It is now commonly assumed that in the Pteridophyta the 
antheridial wall is burst by the swelling of the contents of the anthcridium, the 
interpretation of the process of opening of the antheridium formerly regarded 
as the correct one in the case of the Bryophyta also. Any comparison of 
antheridia which is to be of value in its bearing on the question of the 


uniformity of their construction 
can only be undertaken when 
this point is cleared up. In my 
opinion, which, however, re¬ 
quires searching proof, it will 
be found that here also the wall- 
cells, or it may be only one of 
them, take an active part in 
the opening by the swelling of 
mucilage deposited in them or 
in it, or perhaps indeed in 
some other way. This appears 
to me to be most clear in Equi- 
setaceae. 

Equlsetaceae. The an¬ 
theridia of Equisetaceae are, as 
in all other cases, invested by 
a cuticle which is ruptured 
afterwards. The cells of the 
opercular layer, marked by 
their bright colour, separate 
from one another, and thus 
leave a wide opening which in 
some species, for example 
Equisetum limosum *, is en¬ 
circled by the separated cells 
of the opercular layer arranged 
in the form of a ‘ coronet In 
other cases the formation of the 



FlO. MJ. E<}uisetum prawnse. Male prolhalhs from below 
W. aniiienclia; <f, d\, opercular cells. Between and below the 
anthendia tJiere 1$ no formation of lobes. aMagnified 25 


coronet is less conspicuous, for instance in Equisetum pratense (Fig. 132). 
I find in this species that the opercular layer is usually divided into two cells 
only, which then separate from one another in the middle somewhat after 
the manner of the guard-cells in a stoma. In other species the opercular 
cell divides first of all into two, and the first partition-wall indicates the 


Ann^i” toospores des Algues et les anlheridies des Cryptogames in 

Angles des sciences naturclles, s^r. 3, xvi (1851). v^iypiugames, in 

This is beautifully shown in Thuret's figures. 
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position of the subsequent separation, but each of the two daughter-cells is 
again divided by anticlinal walls. It is evident that here all the cells share 
in the opening, and this notwithstanding statements to the contrary \ and 
their cuiwing outwards may take place as the result of causes similar to 
those which operate in the antheridia of the Hepaticae^. In relation to 
this we have learned in other examples, for instance amongst the sporangia 
of the Hepaticae, that the line of separation is from the first marked out 
clearly by the nature of the cell-membrane. 

Lycopodium. In Lycopodium the construction of the mature anther- 
idium is not everywhere the same. The antheridia are embedded in all 
known species, and but little weight is to be attached to the fact that in L. 
cernuum, L. inundatum, L. Phlegmaria, and others, the opercular layer consists 
o(o/it cell-layer, whilst Bruchmann found in the species examined by him that 
it was many-layered towards the edge. In surface-view there appears in all 
species a small triangular cell in the middle of the opercular layer, and this 
is broken through, according to Treub, whilst Bruchmann says that some 
cells of the opercular layer become mucilaginous, and then the sporocytes 
absorbing water rupture the antheridium. It is possible that different 
species of Lycopodium behave differently; that in the first-mentioned case 
only one of the cells of the opercular layer is ruptured by the formation of 
mucilage, as in many Musci, whilst in the second case many cells are so 
ruptured, and this would be a primitive condition. 

Marattiaceae. Among the Filicineac the Marattiaceae have antheridia 
which approach those of Lycopodium, especially through the structure of 
their opercular layer, which shows in the middle a special triangular cell 
which is ‘ thrown ’ off as an ‘ opercular cell 

Ophioglossaceae. The antheridia of the Ophioglossaceae are distin¬ 
guished by an opercular layer two cells thick ; at least this is the case in 
the few members of the Ophioglossaceae whose gametophy te is known, namely, 
in Botrychium Lunaria, B. virginianum, and Ophioglossum pedunculosum. 
We have seen above that a periclinal rupture of the opercular layer of the 
antheridium occurs also in the Lycopodiaceae, although it is not complete, 
nor is it found in all the species. The construction of the wall which leads 
to the opening is, however, incompletely known also in the Ophioglossaceae. 
hlettcnius * says, ‘ The cells of the inner of the two cell-layers which form the 


* Campbell (The Struclurc and Development of the Mosses and Kems, London, 1895, p. 427) say® 
of iiquisetum Telmateja, ‘ There is often a triangular opercular cell, recalling the similar cell m these 
forms' (i.e. Marattia, Osmunda). To this I may say that the conformation of the cell is no indication 
of whether it is an opercular cell or not. X'c such eel! has yet been found in Lquisetom. 


Jonkman, Dc- geschlachtsgcncratie den Maraltiacceen, Utrecht; ?! 

r.Xngioptcris et du NL-irattia. in Archives Ncerlandaises, xx (1896;, p.2l3 ! ^ « 

lungsgeschichte dcs Prothalliums dcr Marattlaceen, in Botanische Zeitiuig, xxxvi (187 ), p. 9- 
‘ Meltenius, Filices horti botanic! Lipsiensis, Leipzig, 1856. P- *‘9- 
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outer wall of the antheridium are pushed apart, and soon thereafter one cell 
of the outer layer is ruptured.’ Jeffrey ^ says of Botrychium, ‘ The spermato- 
zoids make their way out by means of an aperture formed by the disap¬ 
pearance of two superimposed cells of the outer wall of the antheridium. 
What is the mechanism of the process is unknown, as it is in Ophioglossum. 

Free Antheridia. The leptosporangiatc hilicincac normally possess 
antheridia which arc free, not embedded. In Doodya caudata there are, 
besides the ordinary free antheridia, also embedded ones, but these must be 
considered as first indications of pathological changes of the sexual organs 
taking place in the prothalli of this fern as they age ^ The structure of the 
antheridia is essentially the same everywhere, a one-layered wall surrounding 
the sporoc>-tes. 

Ol'ENiNG OF THE FREE ANTHERIDIUM. The Opening of the anthcr- 
idium takes place in one cell of the one-layered wall, and this cell is desig¬ 
nated the opercular cell. It lies usually at the apex of the antheridium, but 
in the Osmundaccae is somewhat to one side. The details of the working 
of the opening mechanism are here also unknown ; all we know is that the 
opening may take place in two ways :— 

(<?) The opercular cell, after rupture of the cuticle, is raised up to allow 
of the escape of the spermatozoids. This is the case in the Hymenophyl- 
laceac (so far ns they have been examined), Osmundaccae, Cyatheaceae (in 
which the opercular cell is mostly divided into two), Glcicheniaceae, and 
amongst the Schizaeaceae in Lygodium. 

(b) The opercular cell is broken through, and thus the spermatozoids 
gain exit. This occurs in the Polypodiaceae and in Ancimia and 
RIohria 

The method of opening of the antheridium is then, so far as investiga¬ 
tion has shown, constant within a large cycle of affinity in the Filicineae, 
with the exception of the Schizaeaceae, among which, however, Lygodium 
differs from the other genera in this, as also in other features of its ganieto- 
phyte and sporophyte. 

Develop.ment of the Antheridium. 

The history of development of the antheridium shows considerable 
variations, and the differences are specially marked between embedded and 
free forms. Careful comparison, however, as I shall endeavour to show, 
teaches us that the differences are not so great as they appear. 


' Jeffrey, The Gametophyte of Uoir)chium virgiiiianum, io Studies from the University of Toronto, 
Biotogical Scriesy 1898. p» 15. 

^ Heim, Untersuchungen uber Fampruthallien, in Flora, Ixxxii (1896), p, 353, The marginal 
antheridia of Ceratopteris are half-embedded, 

^ It is characteristic that the cell-structure of the antheridium of these two genera diverges from 
that of Lygodium, which conforms with the type or Polypodiaceae. 



sexual organs OF PTERIDORHYTA 
Homosporous Pteridophvta. In the first place, the spermatocytes 

always arise in one mother-cell in both the embedded and the free anther- 
idia. In the embedded antheridia (Fig. 133, VI), the mother-cell of the 
antheridium divides by a pcriclinal wall into an outer cell, d, which forms 
the wall, and an inner cell, M, from which the spermatozoids are derived. 

Equisetum. Now in Equisetum the formation of the antheridium may 
take place upon a cell-filament or cell-surface, although it commonly occurs 
upon a prothallus which has become a cell-mass. Where the former is the 
case a cell-mass must be first of all formed in some measure, and to this 
end frequently one cell divides in the manner diagrammatically shown in 


. d/. 



J33, Sclicnic of development of the antheridium. I, Ancimia. 11 , Po)y[M>di.icear. lU, Osrnundacear. 
IV, V, B<|uisetum. Development upon a rtdMhrcad of which the cnd*cell is seen in IV in longitudinal section, in V 
from above. VI, Et|ui$('tuin. Development upon a cell mass. in all figures, the siXTinatocytcs; the 

opercular cell; r; 3 , 3, 4, successive divisioivwalls. Further explanation in the text. 

Fig. 133, IV, V, that is to say, division-walls are formed in three different 
directions so as to cut off a tetrahedral central cell with curved walls, and 
this is the mother-cell of the antheridium ; this mother-cell then divides into 
the spermatocyte and the opercular cell, which undergoes further division. 
The cells cut off to the outside by the walls i, 2, and 3, are not distinguished 
by any special features from other cells of the prothallus, whilst the oper¬ 
cular cells arc so distinguished, markedly by their behaviour in the opening 
of the antheridium. We must therefore consider the first as belonging 
to the piothallus and not to the antheridium These divisions remind us 

' This interpretation I put fcr»vard long ago, and Buchlkn, Entwicklungsgcschichto d« Pro- 
ihallium voii Eqnisitnm, in UibliotiKca Botanica, viii (1887), discusses my views. 
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greatly of what we find in the primordiunn of the anthcridium of the 

Osmundaceae (Figs. 133, III: i.U)- 

Osmunda. In Osmunda (Fig. 134) many cell-walls arise, inclined in 

three directions in space, which lead to the formation of an antheridial stalk ; 
then follows a wall curved in a cap-like manner which corresponds with 
that which in Marattia, Equisetum, and Lycopodium, separates the opercular 
layer from the cell within, and then, by further division of the outer cell 
thus cut off, the opercular cell of the anthcridium is formed, as in Marattia. 

Polypodiaceae. In the Polypodiaccae there is formed first of all 
within the mother-cell of the anthcridium a funnel-like wall (Fig. 133, II, 
I 1) which divides the cell into an outer one and an inner one; the inner 
one is the special antheridial mother-cell, from which, by a periclinal wall, 
there is cut off the wall-cell, and in this the opercular cell is then cut off by 



Fic. 

Hvim. 


Oaniumla. 4 , 6, d, t, svscral of an ilie ope rcular cell \y 'usz laterally 
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the ring-like wall 3 3. The ring-cell surrounding the mother-cell of the 
anthcridium is quite different from the vegetative cells of the prothallus in 
conformity with the lie of the antheridium, for its function is to serve as 
a protection to the antheridium. 

Aneimia. A further simplification is seen in Ancimia(Fig. 133, 1 ) where 
first of all a wall, 1 1, curved in a cap-like manner appears, and then the 
ring-like one, 2 2, is developed. 

If wc were to construct a series we might say: It is a primitive 
character if the antheridium is laid down relatively late, when the prothallus 
IS already a cell-mass; in this case it is embedded. If the antheridium is 
laid down earlier, when only a cell-thread or a cell-surface exists, then it 
free. This type is also retained in the antheridia standing upon the 
cell-cushion which necessitates first of all the establishment of a cell-mass 
whereby variations in the direction of the walls take place, as we have seen 
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them also in the Hepaticae. These appear to be constant within the natural 
groups, although the Hymenophyllaccae are insufficiently known in respect 
of this, but fundamentally the differences arc really smaller than they appear 
to be at first sight, because everywhere we find the mother-cell of the 
antheridium dividing into mother-cell of the opercular cell and mother-cell 
of the spermatozoids. The cells derived from the former are either all, as 
in Equisetum, concerned in the opening of the antheridium, or only one of 
them—or it may be a few—talces part in this. 

HeteroSPOROUS PTERIDOniYTA. A knowledge of the history of 
development will also enable us to understand the formation of the anthe- 
ridia of the heterosporous Ptcridophyta. The antheridium of these is 
always sunk alike in the Filicineac and in the Lycopodineae. Its construc¬ 
tion is like that in the other Ptcridophyta ; there are only some partial sim¬ 
plifications which may be connected with the reduction of the prothallus. 



FIC. Its. microsporc*. I-III. Man.il.a. IV. Iso. ies M.il.nvertit.ina, W 

four cclU W, U, C. l>. v.-|.arn«-d by «. *, 3. 11 . the moth. r-cMU, M. oft«o 

tht- walls 5, 6 . MI, the inoihvrHcll of «“.ich anthendium is •bvi.Je.l into ® P'Vv^^Jhows 

iiim r mas- of moilu-r-crlls of thr spormaiozoids; f<, rhizoi.l-cell cut off from A, showing cell a. IV, shous 

li.t tell, D. of the anlhcridiuin. After B. laj. ff. Highly magnified. 


After I ‘ had first suggested, in the case of Isoetes, that the two ‘sterile 
cells’ described by Millardet should be perhaps considered as the rudimen¬ 
tary wall-layer of the antheridium, the thorough investigations of Belajcff- 
furnished us with a sound basis for the explanation of the relationships. 

(a) Marsiliaceae. These arc first dealt with because they show the 
relationships which are least reduced. The microsporc {Fig. 135. I) 
in termination first of all into three cells of a prothallus. A,B, C From 
the uppermost of these the cell, D, is cut off. D and ^ remain sterile, and 

from the latter there is cut off at a later period the small 
R (Fig. 135, III), which Belajeff considers as a rudimentary rhizoid. In the 


■ Gocbc-I, Vcrglekhcnde Entwicklungsgescluchte dcr Pllanzenorgane, i. Schenk’s Handbuch der 

rro.haIIien der Wasserfame (Hydropterides). in Bo.anUche 
Zeitung, h i (1898). The literature is cited here. 
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cells B and C the antheridial mother-cells M are cut out by the walls 5 and 
6 (Fig. 135. II)- mother-cells then, just as in the Marat- 

tiaceae, Equisetum, and others, divides into an opercular cell, D (Fig. 135, 
111), and the mother-cell from which the spermatozoids are formed; the 
opercular cell remains simple, the mother-cell of the spermatozoids produces 
si.vtcen spermatozoids. In other words we have a prothallus consisting of 
si.x sterile cells in which are sunk two antheridia, and it is noteworthy 
that the whole prothallus is dorsiventral; the antheridia stand towards 
one side. 

(d) Isoetes^ There is only one antheridium (Fig. 135, IV). In the 
microspore a small cell, B, is cut off by the wall 11; the remainder and 
larger portion of the interior is divided by two oblique walls inclined towards 
the long axis of the spore into two flat cells, and a third which in optical 
longitudinal section is tri¬ 
angular. I consider this last 
one alone to be the anthe¬ 
ridial mother-cell-. Itdivides 
by a periclinal wall into an 
outer cell, the opercular cell, 

D, and an inner cell, out of 
which the four mother-cells 
of the spermatozoids arise by 
division. We should have 
then a prothallus consisting 
of three sterile cells and 
one antheridium, and my 
explanation differs from 
that which I originally sug¬ 
gested, and which Belajeff 
and others have adopted, 
in that I do not consider all, but only one of the sterile cells, except¬ 
ing R, as belonging to the antheridial wall. The ground for this is to 
be found in the comparative developmental history of the antheridia 
stated above, and besides, according to my thinking, the relationships 
in all the heterosporous forms are alike. That all the sterile cells, apart 



Pic. t,)6. Selacinclla slolonifcra. Succc*«!^i^ p stages in the 

genitinaiion ol a nncrosporc. cell of the prothallus ; w, other 
sterile cells : s, spennatogenous cells. ^ 4 . P, side viesvs. C\ dorsal 
slew. l\ti £ all the sterile cells arc disoi^ani2c<l. Sclaginclla 
ruspidaia. Spermatozoids. After Belajcfu A^S, nKignifieq 640. 
magnificU Lchrb. 


‘ Belajeff^ Antheridicn und Spermatozoiden der heterosporen Lycopodinen, io BoUnische Zeitung, 
xUii (1885). 

* According to Belajeff, it divides first by oo anticlinal wall (which is not visible in Fig* 131;, IV, 
as it falls in the plane of the paper) into two cells, and from these then by the wall 4 the two 
opercular cells are first cut off. This would be a deviation from the development of all other 
antheridia in the Pteridophyta, excepting those of Sclaginella in which, according to Belajeff, the 
same process occurs. One might save the cause of uniformity by the somewhat forced assumption 
that two antheridial mother-cells lie close beside one another? moreover the formation of a separation- 
wall at a somewhat later period than usual, would be a primitive condition. 
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from R, take a share by the formation of mucilage in the rupture of 
the exosporium here, as is the case in Marsilia and others, cannot be brought 
forward as a reason for considering them as wall-cells. We have to deal 
here with an adaptation to rapid gennination ivithin the endosporium, and 
this brings it about that the sterile cells of the prothallus have quite other 
duties than is usual. ' 


{c) Selaginella. In this genus a single antheridium is formed, and 
there is produced at first a small sterile cell (Fig. 136,/) which is considered 
by authors as a single cell of a prothallus. In my view, however, all the 
cells in Fig. 136, A and D, which are marked w are celts of the prothallus, 
with the exception of the one about the middle towards the right; it is the 
wall of the antheridium and forms the operculum. In this way, mutatis 



mutandis, there is obtained a tolerably com¬ 
plete conformity with the condition in the 
Marsiliaceae, a conformity which must rest 
essentially upon an analogy of the whole 
relationships under which the germination of 
the spore takes place. 

{d) Salviniaceae. Salvinia alone is men¬ 
tioned here as in it the reduction reaches an 
extreme, inasmuch as no opercular layer is 
formed. The microspore divides first of all 
into three cells of the prothallus, /, II, and 
III in Fig. i$y,A. From cell / the small cell 
P is cut off; cells II and III produce each an 
antheridium, each of them d ivides by two anti¬ 


FiC. 137. Salvinia natons. Dcvelopni<»nt 
of ihe male prolhallus. division of the 
microsporc into thre»* cells / //, /// k, 
mature prothallus from tbc side: C mature 
prolhnilus from l»elow. Cel] / has divifled 
into the cells of the prothallus a and p. 
Coll //has divided into the two sterile cniu 
Z'and and the two spermatogfonous cells 
Su each of which has formed two mother 
colls of spermatozoids. Cell ///has divided 
into the two sterile cells </ and e ard the 
two spermato^enous cells £ach pair of 
cells s^ s, and s, represent one anthcri* 
dium. After BelajofT. A, maenided 860. 
B, and magnifira640. Lehrb. 


clinal walls into the two sterile cells respect¬ 
ively b and c, d and e. Fig. 137, B, and the 
mother-cell of an antheridium out of which 
the two mother-cells of the spermatozoids 
are developed. The dorsiventrality of the 
prothallus is here very apparent. The cells 
b, c, d, e, which remain sterile, and which in 
my view are wrongly designated wall-cells, 
take no part in the opening of the anthe¬ 


ridium. It is indeed clear that in so small antheridia the opening 


mechanism may be very simple. One might endeavour to interpret this 
simple structure as not a reduced, but a primitive rudimentary one, inasmuch 
as it conforms somewhat with that of the antheridia of Algae like Oedogo- 


nium. Hut general consideration of the reduction of prothalH makes the 
view of it as a reduction the more probable, as does also a comparison with 
what is found in the allied (although not very nearly so) Azolla, whose 
single antheridium possesses a lid. The proof of either view is wanting. 
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B. THE ARCHEGOXlVyf. 

The term Archegoniatac used to embrace both the Ptcn'dophj’ta and 
the Bryophyta shows that the structure of the archegonia in both groups is 
alike. The archegonium of the Ptcridophyta has its venter embedded in the 
tissue of the prothallus. In Marattia and such heterosporous forms as 
Isoetes and Selaginella, the neck only slightly protrudes, and it thus ap¬ 
proaches the condition of the archegonium in Anlhoccroteae and in the 
Gymnospermae. The neck consists everywhere primarily of four cell-rows, 
and it invests the neck-canahcclls, in which is formed the mucilage which is 
concerned in the opening of the archegonium. A row of ncck-canal-cells is 
always present in the Brj’ophyta, and we arc therefore inclined to regard 
those archegonia which have a row of ncck-canal-cells as the more primi¬ 
tive amongst the Pteridophyta. We find neck-canal-cclls in some species 
of Lycopodium. L. clavatum and L. annotinum have six to ten of them, 
or there may be more, especially in L. annotinum *: L. Phlcgmaria has 
three to five, according to Treub. The number may, however, be reduced to 
one, for example in L. cernuum and L. inundatum, although perhaps here 
there may be a nuclear division which is not followed by the formation of 
cell-wall. This at least is the case in the other Ptcridophyta, which possess 
only one canal-cell, Marattiaccae, Botrychium, Equisetum, the I'ilices. 
Cell-walls are occasionally observed in the Marattiaccae, Osmunda, and 
Equisetum, and this supports the assumption that a reduction has taken 
place here. The reduction goes even further in the heterosporous forms. 
This neck-canal-cell is extremely small in the Marsiliaccac, and a nuclear 
division does not take place, and the same is true it appears in Selaginella. 
The nucleus of the single broad ncck-canal-cell of Isoetes divides, at least 
sometimes, in a transverse direction. This reduction in the formation of 
the neck-canal-cells is of interest, inasmuch as the formation of ncck-canal- 
cells does not generally take place in the archegonia of G)-mnospcrmac. 

Opening of the Archegonium. Our knowledge of the opening 
mechanism in the archegonium of the Pteridophyta is as imperfect as it is 
in the case of the antheridium. I have no doubt that the neck of the arche¬ 
gonium is not, as is commonly assumed, passively ruptured, but that it opens 
by an active opening movement of the cells at its apex. Equisetum fur¬ 
nishes us with a striking example in illustration of this. At the apex of the 
neck of the archegonium in this genus are four long large cells marked out 
by their hyaline, perhaps mucilaginous, content, and between these the neck- 
canal-cell is not forced. These cells bend outwards, and they undergo then 
a change in conformation which, excepting that they remain united with 
the other neck-cells, is exactly like that which I described in the wall-cell of 

* Sec Bnichmann, Uber die Prothallien und die Keimpflanzen mehreier eutopiiischer Lvconodien 
uotha, 1898, p. 34. • * ’ 
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the antheridia in Hepaticae (see Fig. 5, 5), and which, although less 
evidently, is also found in the opercular cells of the antheridia of Equi- 
sctum. In Selaginella spinulosa also ^ a strong outward curving of the four 
uppermost neck-cells takes place, and in the leptosporangiate Filicineac 
lower-lying cells in the neck take a share in the opening movement. 


Development of the Archegonium. 

The development of the archegonium in the Pteridophyta (Fig. 138) 
runs in all known cases on essentially the same lines. An epidermal cell 
divides by a transverse wall into an upper and a lower cell. The upper 
cell divides by cross-walls into four cells, and these continue to divide, and 
then project usually above the epidermal surface as the neck. In Marattia 
this projection is only very slight. In Selaginella (Fig. 138, ///) the neck 
also projects but little, and the division-walls never reach the free surface, 
so that the neck of the archegonium appears many-layered, and this is note¬ 
worthy in comparison with the archegonium of many Coniferae which will 
be described later. The lowermost cell divides into two daughter-cells, the 
ncck^canal’ccll and the central cell. The former by subsequent divisions 



may produce daughter-cells, as 
has been shown above, or there 
is only a trace of these. The 
latter, after separation of the ven¬ 
tral canal-cclly forms the e^i^g. In 
the Marattiaceae, the embedded 


Fig. n8. Scheme of H**\rlomneiit of ilic Arclu^onium in 
on^iliKlinal section. /Aiid//. Leptosporangiate Filicirtcac. 
///; Sela^incllA spinulosa. c, cmtral cell; neck-carial-ccll; 
/t^ neckbasal cell. 


portion of the archegonium is 
surrounded by tabular investing 
cells; in others, only that cell 


which limits the egg upon its under side is marked out by its form as 
a basal cell, and it may be assumed that this, like the cells investing the 
archegonium of the Gymnospermae, has, although in a minor degree, the 
function of conveying nutrition to the egg. The details of the relationships 
of cell-division in the neck are, as in the case of the Bryophyta, omitted 


here. 


C. COMPARISON OP THE DEVELOPMENT OF 
ANTHERIDIA AND ARCHEGONIA. 

Within the Pteridophyta. 

A comparison of the development of the embedded antheridia with that 
of the archegonia brings to our notice a fairly far-reaching conformity to 

« Sec nruclimann, Unleriuchiingen iiber Selaginella spinulosa, A. Br., Gotha. 1S97. 
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which I directed attention some years ago \Vc do not, however, know 
whether this is original or only accidental. Both in the young antheridium 
and the young archcgonium a wall-layer is separated from an internal 
portion by a periclinal wall; the neck-cdls of the archcgonium correspond to 
the strongly-grown wall-layer of the antheridium. In tltc free anthcridia 
the analogy apparently fails, but it yet can in some measure be followed as, 
for example, in Osmunda (Fig. 133, III) where an inner cell is separated 
from an outer cell by the wall 4 4- This corresponds in Fig. 133. 11 . to the 
wall 2 2, and in Fig. 133, I, to the wall \ i, whose curved relationship is 
conditioned by the form of the mother-cell. 

Tm: PTEKIDOrilVTA .\ND the BRV 01 ‘IIVT.\. 

A comparison between these two groups is of importance in relation to 
the question of the connexion between the series, as will be evident from 
what has been said prcviousl}’-. In such a comparison the Anthoce- 
rotcae have frequently been brought forward, and its best known and most 
widely spread member is the genus Anthoceros. 

Anthoceros is certainly an exceptional type. Its cell-stiucture, show¬ 
ing a single chloroplast with pyrenoid, its anatomical construction with 
mucilage-cavities and mucilage-splits, the origin of its se.xual organs, the 
structure and growth of its sporangium, all show deviations from other 
Hcpaticae. But a careful examination does not show a resemblance with 
peculiarities found in the Btcridoplij-ta. The mature anthcridia are con¬ 
structed like those of other Hcpaticae with a wall-layer, stalk, and other 
parts, and its cellular construction is like what occurs elsewhere amongst 
Hcpaticae, hut is known in none of the Ptcridophyta. To homologate the 
whole antheridial group, with a single antheridium of another liverwort, or 
of a fern, because it proceeds from one cell, I hold to be a purely formal, that 
is to say, only superficial, comparison. W’hat can one not trace ultimately 
to a single cell? But the endogcnetic origin is evidently a secondary pheno¬ 
menon, that is to say, is a consequence of the widely spread feature of the 
sinking in a pit. That these pits arc closed at the beginning finds an analogy 
in the origin of the air-chambers of Marchantia, which are not as they 
appear, though in Fegatella they really are, indentations of the surface, but 
from the beginning are spaces closed to the outside. When CampbelP 
endeavours to find an analogy between an antheridium of Marattia and an 
embedded antheridium of Anthoceros, which is covered on the outside by 
a double cell-layer, and to do so has to imagine the wall-layer and the stalk 
to be absent, the comparison seems to me to be bred of the wish to discover 

' Goebel. Vergldchende Entwicklungsgeschichte der I’danzenorgane, in Schenk’s Handbuch der 
Botanik, iii (1884), pp. 425-6. 

* Sec p. 8. 

’ Campbell, The Stniclnre ajid Development of the Mosses and Ferns, London, 1895, p. 29S. 
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points of relationship between the Bryophyta and Pteridophyta, and not to 
be founded on facts 

The development of the archegonium of Anthoceros differs also from 
that of the Pteridophyta. We recall that the archegonium in all Bryophyta 
IS primarily laid down in the same manner; the mother-cell divides by 
three longitudinal walls into an inner cell and three outer cells which again 
are divided by longitudinal walls (Fig. 7). Anthoceros also shows the same 
character, only the mother-cell of the archegonium here does not project, 
but remains sunk, and the mother-cell of the neck is cut off from the oper¬ 
cular cell (Fig. Noarchegonium in the Pteridophyta shows a develop¬ 

ment of this kind ^ Even if wc assume that the neck-cells of the archego¬ 
nium in the Pteridophyta do not correspond with those of the archegonium 
of the Bryophyta, but only with the opercular cells (Fig. 7, d) which then have 
undergone a great further development, Anthoceros would, indeed in the 
matter of the development of its archegonia, be further separated from the 
Pteridophyta than other Hcpaticae by the origin of its ncck-canal-cells. 
The fact that notwithstanding the sinking of the antheridium in Anthoccro.s, 
its development coincides w/ with that of the Filicincae, but with that of 
the other Hcpaticae, show’s, as docs also the development of the antheridium, 
that in Anthoceros we have to deal with a derived type which at any rate 
shows no near relationship to the Pteridophyta. The kinship of Anthoceros 
to the Pteridophyta is then, so far as the sexual organs are concerned, a 
mistaken one. 

The result of our comparison then is: The structure of the sexual organs 
within the Pteridophyta is a systematic mark of great significance. That of 
the archegonium is more uniform than that of the antheridium, and it is 
essentially the number of the neck-canal-cells which is subject to variation, 
running from ten to one. The greater number is the more primitive 
relationship. The embedded type of antheridium is the more primitive. 
The developmental process in Equisetum furnishes valuable points for 
the comparative consideration of the formation of the free antheridium. 
The number of spermatozoids appears to be greater in the embedded 
antheridium than in the free, but free antheridia arc more numerous than 

' W.ildner, Die lintwickhing <ies Aiithcridiums von Anlhoccros, in Silzungsberichte der Wiener 
Akademic, Ixxv p. 8i, rightly says: 'The <UfTercntiation of a wall-layer so completely 

indivichtalized in the .antheridia of Anthoceios, and in a certain sense also in the archegonia, .md 
the circumstance that the formation of this envelope-layer is quite like that of the other Hcpaticae, 
makes the as'-iimption probable that the sinking of the archegonia and the cndogenctic origin of 
the antheridia are derived features.’ 

^ The only cases which could be quoted are those of Isoetes and Marsilia, but there is wanting in 
ihetn all proof of a (omlant artangemcnl of the cells in the origin of the archegonium resembling that 
of tile Bryophyta. The mother-cells of the archegonium are cut out of single large cells of the 
prothallus and this is connected with the early origin. The process has much more resemblance 
with that which occurs when in Equisetum the antheridia are laid down upon a ccll-thrcad, see 
p. 178. 
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embedded ones. The structure of the sexual organs is alike in its outlines 
in Bryophyta and Pteridophyta, but shows in the development and in the 
ultimate details so many differences that we have evidently here to deal 
with two phyletic series of which the higher has not been derived from 
the lower, but arising at an early period from simple similar primitive forms 
they have followed separate paths. Other considerations lead us to the 
same result. 

1). AB.NORMAL SEXUAL ORGANS. 

Abnormal sexual organs arc of interest upon many grounds, and may 
fittingly be considered here. 

In ageing prothalli of Hcmionitis palmata and Lygodium japonicum 
I have frequently found * a virescence of the neck-portion of the archc- 
gonium (Fig. 139). Whilst the neck of archegonia in which fertilization 
was not effected commonly died off, in man)’ cases chlorophyll appeared, 



Flo. t^t> Hcmionitis Vircserni arcln’ 

gonium. Figure to the lett in Irans\rra4* action, 
ripirc to the right in longiiu^Iinal SiCtion. A', neck* 
canal. Several antherioia, Ay are visible. Mag* 
nlljed. 

and the cells of the neck grew out into adventitious shoots which ultimately 
produced antheridia (Fig. 139,..d), and also effected vegetative propagation. 
We may consider this condition as one of senescence. In young vigorous 
prothalli the meristem draws all the plastic material to itself, and distributes 
this proportionately amongst the primordia of the organs, but in old pro¬ 
thalli the meristem is enfeebled, the division of labour amongst the cells is 
less precise, and cells which otherwise have other functions may now take 
on a vegetative character. 

Hofmeister^ also mentions a case of abnormal sexual organs in 
Asplcnium septentrionale, where the neck was entirely embedded in the 
prothallus. 

That abnormal sexual organs are found on many prothalli which 
exhibit apogamous shoots appears to me to be a point of importance, and it 
is natural to assume that the two phenomena stand in causal connexion, 

' Goebel, Ober Jngendfonnen von Pflanjen, iind deren kiiaslliche W'tederhervornjfiing, in Sitzungs- 
bcnchle der bayerischen Akademie, xxvi (1896), p. 475. 

* Hofmeister, Vcrglcichcadc Untersuchungen, Leipzig* 1851 > p, 83. 
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that the apogamous formation of new plants is a consequence of the sexual 
organs being functionless. It is not always the case that a functionless 
archegonium has the outward appearance of malformation, although this is 
the more striking condition. An apparently normal archegonium may be 
functionless. Heim ^ has shown that the prothalH of Doodya caudata pro¬ 
duce first of all normal sexual organs, and that sexually produced embryos 
may also arise. But if there is suppression of this, apogaviy takes place and 
the most varied malformations of the sexual organs appear, often mixed with 
normal antheridia. Abnormal archegonia are also found in the apogamous 
prothalli of Aspidium falcatum, where there may be three instead of four neck- 
cclls, the neck-canal-cells may divide into many portions, the archegonium 
may not open, and so forth. In Osmunda the neck-cells divide by periclinal 
walls in archegonia which do not open, and thus form a papilla which encloses 
the archegonium. All these phenomena which in my opinion point to a 
degeneration, have as a consequence the asexual production of new plants 
on the prothalius. The condition of apogamous prothalli will, however, be 
referred to later -. 


II 

THE CONFIGURATION OF THE PROTHALLUS 

The gametophyte of the Pteridophyta has, as its name indicates, the 
configuration of a thallus. Where, as is the case in the prothalius of many 
species of Lycopodium and of Equisetum, lobes are developed which 
physiologically are in a certain degree comparable with the leaves of 
Hepaticae, we do not designate these as leaves because they have neither 
a determinate form nor a definite point of origin. A distant approach to 
the formation of leaf is only to be found in the formation of lobes upon old 
prothalli of Osmunda^. ‘Hairs’ of different kinds, and in some cases 
‘ paraphyses ’ amongst the sexual organs are known as appendages to the 
prothalius just as they occur in thallose Hepaticae. 

One-celled rhizoids act chiefly as the rooting-organs of the pro¬ 
thalius as in Hepaticae. But this is not always the case. Bauke^ found 
rhizoids divided by cross-walls in the prothalli of Cyatheaceae, and they 


^ Heimj Untersiichungen iiber Famprolhallicn, in Flora, Ixxxii (1S96). 

- See p. 220. 

^ Goebel, Kntwicklungsgeschichte dcs Prothalliumi von Gymnogramme leptophylla, Pesv., m 

liotanische Zcilnng, xxxv (1877), p. 705. . , 

♦ Bauke, Enlwicklungsgcscliichle de$ Prolhalliums bei den Cyathcacccn, verglichen mit derseioe 

bci den nndcren Farrenkrautem, in Pringsheim*s Jahrbiichcr, x (1876), p. 64* 
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generally exist also in Danaea *. They arc probably to be found else¬ 
where, and there can be little doubt that they arc derived from unicellular 
ones. ’ These pluri-cellular rhizoids have only slight resemblance to those 
of the Musci in which the walls are oblique '^. Rhizoids are wanting in 
the male prothallus of the heterosporous forms ^ and also in the female 
prothallus of Salvinia and Azolla. As the macrospores germinate in these 
genera whilst floating in water, there is no fixing of them to the substratum, 
and further, as the development of the prothallus takes place exclusively at 
the cost of the resei-ve-material stored up in the macrospore, it is easy to 
understand how the rhizoids are wanting. In Marsilia and Pilularia the 
rhizoids arise relatively late, and serve only as temporary fixing-organs 
until the root of the embryo-plant has penetrated into the soil. In Isoetes 
rhizoids do occur upon the female prothalli, but they appear rarely, at least 
in the aquatic forms which have been investigated. We have here evidence 
of a reduction in the prothallus about which more will be said. 

I. DURATION OF LIFE. 

In the first place, however, the question of the duration of life of the 
prothallus must be discussed because the structural relationships are connected 
therewith. Amongst the Hepaticae only a few monocarpic forms are known, 
such for example as Sphaerocarpus terrestris. In it the thallus has a very 
simple configuration corresponding to its short duration of life. But in the 
gametophyle of the Pteridophyta the general feature is that it dies after 
producing an embryo. It is, as has been already explained, absorbed by 
the embryo. An e.xception in which repeated formation of an embryo 
takes place is perhaps to be found in the old band-like prothalli of 
Osmunda. It will be shown that the formation of the embryo may begin 
in many prothalli of Filicineae at so early a stage of development that the 
relationships of configuration which are possible to them may remain latent, 
as is the case in an Angiosperm which has been dwarfed through unfavour¬ 
able nutrition, where all the forms of leaf which belong to a ‘normal ’ plant 
before it flowers may not appear. Prothalli, upon which the act of fertiliza¬ 
tion has not been performed, may grow for a long time, but in them sooner 
or later phenomena of senescence appear, showing either in abnormal con¬ 
formation or in the development of adventitious shoots ^ It would perhaps 
be possible to obtain prothalli of Filices showing unlimited duration of 
development if they were cultivated under conditions which favoured active 


* Brebner, On Ihe prothallus and embryo of Danaea simplicifolia, in Annals of Botanv, x (1896), 
p. 109. 

* See p. 117. 

* With reference to the cells which perhaps act as substitutes, see p. iSo. 

* See Part I, Fig. 20, p. 49, and the facts there stated. 
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vegetative growth, but not the formation of sexual organs. Many prothalli 
may, in addition to multiplication by adventitious shoots, also form gemmae, 
and this feature has appeared independently in many series K 

In the heterosporous Pteridophyta the shortly limited development 
of the prothallus is determined from the outset. The whole process 
may be passed through in the course of a few hours. The male prothalli 
are, from llie beginning, incapable of vegetative development, but even 
the female, notwithstanding the supply of reserve-material in the mega¬ 
spore which is at their service, show but feeble progress in the way of 
further de\clopmcnt if the act of fertilization is not performed upon them; 
even the chlorophyllous prothalli of Salviniaceae and Marsiliaceae soon die 
off. They are in our experience, if one may use an old theological expres¬ 
sion ‘predestined,’ their lot is once for all determined. As the megaspores 
and microspores are sown together, it is possible directly to hit upon the 
time of the formation of the embryo for which the megaspore possesses the 
necessary food-material. The homosporous Pteridophyta, on the other 
hand, can only slowly ripen their prothalli and the material which is 
required for the formation of the embryo is only acquired by their own 
effort. How independent of e.xtcrnal factors are the prothalli of hetero¬ 
sporous forms is shown by the fact that the germination of the spores, the 
development of the prothalli, the fertilization, as well as the production of 
the embryo take place in the absence of light in Salvinia and Marsilia. 
But in the homosporous forms, except in some with chlorophyllous spores, 
light is an essential condition for germination, and the configuration and 
nutrition of the prothallus is profoundly influenced by it. As a consequence 
these prothalli are plastic ; they can adapt themselves to their environment 
although in different degree. The most plastic are the prothalli of Filici- 
neae, and we find that the leptosporangiate Filicineae at the present day, 
both in number of forms and in distribution, are at the head of the 
Pteridophyta. Less plastic are the prothalli of many Lycopodiaceae whose 
behaviour gives us the impression that they belong to an old family not up 
to date; the prothalli of the Equisetaceae also very easily succumb in 
nature to their enemies. The gametophyte also has a correlative signifi¬ 
cance in the maintenance of forms. This is most prominent in the Filices 
where one finds prothalli and germ-plants in abundance, and some foims, 
such as Anogramme chaerophylla and A. Icptophylla, Salvinia natans, and 
many tree-ferns, are exclusively maintained by their gametophyte. Equi¬ 
setaceae and Lycopodiaceae have long-lived sporophytes capable of 
vegetative multiplication, and the sexual reproduction is, although greater 
than was formerly believed, relatively subordinate, and these forms would 
not disappear from the earth even if their gametophyte were entirely 

suppressed. _ 

See p. 213. 


1 
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2. RELATIONSHIPS OF SYMMETRY. 

Radial construction of the prothalli only seldom occurs, and in this 
the Pteridophyta resemble the Hepaticae. It is found in Lycopodium, 
Ophioglossum pedunculosum, and in the archegoniophore of some species of 
Trichomanes. The prothalli of Filicineae and Equisetaceae are markedly 
dorsiventral. The relationships to light of the dorsiventrality of the prothalli 
of Filicineae has been already explained * ; but dorsiventral construction is 
also known in cases where there can be no effect of light, for example in 
the male prothalli of Salvinia, Isoetes, Marsilia, and in hypogeous prothalli of 
Botrychium virginlanum. We cannot say whether in such cases we have to 



Fic. 140. LycojKxliurn inunOatum. i. ftfw<«lled prottiallus: 
fiy badlarcell. 2, prothallus wi<h amheri<iium, Ah\ V, injured 
cell. 3. older proihallus with antheridia, Ati, and tnerisiem, Af; 
U, injured cell; 6 , basilar cell. 4, prothallus with arcbej?onia» A» 
and an embryo showing cotyledon, and 'protocorm? All 
magnided; after Dc Bary. 



Pig. 141. Lycopo* 
dium inundatum. 1 to» 
thal us with arche* 
gonia, A. Magnibed. 


deal with an ‘ inherited ’ character from a primitive chlorophyllous prothallus 
or with a condition produced by ‘ internal causes.’ 


3. THE GAMETOPHYTE IN THE SEVERAL GROUPS 

OF PTERIDOPHYTA. 

We must now shortly describe the formation of the prothallus in the 
several groups in order that we may discuss how far we can recognize or 
construct relationships between them. We shall begin with the Lyco- 
podineae because here the sexual organs show a relatively primitive con¬ 
struction as has been already indicated :— 

A. GAMETOPHYTE OF THE LYCOPODINEAE. 
Lycopodium 2. In recent years the formation of the prothalli in 
' See Part I, p. ajj. 

r' Keimung dcr Lycopodien, in Berichte der nalurforschenden 

Ge«Uschaft zn Freiburg i. Br., 1858 : Fnnkhauser. Ober den Vorkeim von Lycopodium, in Botanische 
ZeitUDg, xxw (1873), p. 1; Trcub, fetudes sur Ics Lycopodiacees, in Annales du Jardin botanique de 
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a number of the species of this genus has been made known. Some of the 
prothalli are chlorophyilous, others have no chlorophyll and are saprophy 
tic. It is, however, probable that even in the chlorophyilous forms there is 
a partial absorption of organic substance through symbiosis with a fungus 
The configuration of the prothallus varies somewhat in the several species 
Chlorophyilous prothalli. Starting from the chlorophyilous prothalli 
such as we find in Lycopodium inundatum and L. cernuum we find a body 
which is erect in the soil, comparable in form with a miniature beetroot. 



Fig. 142. Lycopodium complanatum. Prothal- 
us in loneitudinal section, s. oasc, in o(< 


It bears a crown of lobes above and 
below this there is a meristem which 
encircles the prothallus and from which 
new lobes may proceed. The portion 
in the soil is poor in chlorophyll and 
bears rhizoids. Both antheridia and 
archegonia occur together upon the 
prothallus, and as in most Pteridophyta 
the antheridia appear earlier (Figs. 140, 
An ; 141, A) than the archegonia, and as 
regards their point of origin are less 
restricted than the archegonia, being 
found both upon the lobes and upon 
the body of the prothallus. The arche¬ 
gonia are confined to the meristem 
immediately under the crown of lobes. 

The prothallus of Lycopodium 
salakense is similarly chlorophyilous, 
but has no crown of lobes or only an 
indication of these, and perhaps this is 
connected with the fact that the basal 
tuberous portion of the prothallus is 
richly branched, and these branches are 
the biological representatives of the 


lobes. 

Saprophytic prothalli. In the sap- 


- ... —... oldest part; 
epidermis: r, cortical Jaycr; palisade-layer: 

, central lissu**; m, meristem;^, 'generative its- t • ..t r la- 

ue'; att, antheridia; ar. archegonia; i, young rOphytlC formS tilC CrOWll Ot lODCS IS 
mbryo. Magnllied 26. After Bruchinann. ^ ^ , .1 11 j *U.V 

absent from the prothallus, and this 
ihould not be unexpected, for in the Spermophyta it is common to find 
i reduction of the organs of assimilation where there is saprophytism. 

Bruchmann has shown that the prothalli of Lycopodium Selago which 


Bnitenzorg, iv (1884), v (18S6), vii (1888); Goebel, Ober Prothallien and Keimpflanzen von Lyco- 
podium inundatam, in Botanische Zeitung, xlv (1S87), p. 161; Bruchmann, Uber die rot a len 
iin<l die Keimpflanzen mehrercr europaischer Lycopodien, Gotha, 189S. 

^ See p. 219. 
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are commonly hypogeous and colourless, may also be cpigeous and are then 
green. This alternation can be artificially brought about, although in less 
degree, in Lycopodium clavatum, L. annotinum, and L. complanatum. 
Mettenius showed that the hypogeous prothalli of Ophioglossum pcdun- 
culosiim are in like manner capable of the same modification. 

Fig. 142 represents a longitudinal section through a prothallus of 
Lycopodium complanatum. It conforms, excepting in its remarkable 
anatomical structure, with the prothallus of Lycopodium inundatum and 
L. cernuum, only the lobes fall off and the sexual organs stand upon 
the swollen upper portion of the prothallus, below which there is also a 
meristem. 

The prothallus of Lycopodium clavatum is similar in essentials, its 
upper part being only relatively broader and more hollowed. The same 
may be said of the prothallus of L. annotinum. 

Dorsh'cntral prothallus. If one conceives that in such a prothallus 
a portion of the marginal zone were to grow out strongly and become 
separate from the others, the appearance of a dorsiventral prothallus would 
be produced. This takes place not infrequently in Lycopodium Selago. 
The relationships of configuration are here somewhat manifold, yet are 
connected witli the forms mentioned above, and the prothallus is markedly 
characterized by the presence of segmented hairs (paraphyses) between the 
sexual organs. In general it is radial, and may by symmetrical growth 
assume a cup-form. Usually, however, single portions of the meristem grow 
out into elongated prothalli which then, in consequence of their origin, bear 
the sexual organs only upon one side, whilst the rhizoids are distributed 
radially at the base. Such forms arise, according to Bruchmann, where 
the prothalli, owing to the firmness of the soil, become aggregated on its 
surface. 

Phkgmaria-typc of prothallus. With these dorsiventral forms, which 
can be traced back to the ordinary prothallus, I connect those of the Phleg- 
maria»type. Here is included, according to Treub, both Lycopodium 
Phlegmaria and L. carinatum, and in the main features also L. Hippuris 
and L. nummulariaefolium. These species have filiform thin prothalli, un¬ 
limited in their apical growth, and without chlorophyll, and the sexual organs 
are borne on one side, and this appears to me to be an important fact. They 
have, like the prothallus of Lycopodium Selago, paraphyses, and produce 
remarkable gemmae which will be described below. The early stage of 
the development is not known, but I derive them as unilateral outgrowths 
from radial prothalli like those which occur in Lycopodium Selago. 
Whether this derivation, and indeed whether the whole concatenation of the 
different forms of prothalli as I have stated them, is correct, is open to dis¬ 
cussion. It appears to me, however, in the present state of our knowledge, 
to be natural, and I can see no valid ground for regarding the gap between 
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the several forms of prothalU of the Lycopodia to be so great, as Treub 
and Bruchmann will have it 

Development of the prothallus. The development of the prothallus of 
Lycopodium from its germinating in the spore is well known in a few species 
only. In Lycopodium inundatum the germinating spore divides first of all by 
a cross-wall into a basilar cell (Fig. 140,1,.^) and an upper cell in which two 
series of segments arise by inclined walls formed alternately right and left; 
later there develops the body of the prothallus, upon whose apex at first the 
prothalli-lobes grow out (Fig. 140, 2). Treub found that in Lycopodium 
cernuum and L. inundatum a small cell-body, the ‘tubercule primaire,’ 
de\elops out of the spore quite like what is shown in Fig. 140, i. An 
arrest in the development then ensues, and the apical cell grows out into 
a cell-row which then is transformed by division into a cell-mass. These 
cell-rows become very long in the absence of light, and as in the prothalli of 
Filices, this formation may be again caused to develop in feeble light upon 
young prothalli, and perhaps also upon enfeebled old ones. They can 
produce secondary tubercles if they come in contact with the soil. 

In the saprophytic prothalli, where the relationship to light is 
wanting, a similar cell-body may grow out from the spore. In Lycopodium 
salakense, and occasionally also in L. cernuum, many branches spring out 
from the ‘tubercule primaire,' and this probably accounts for the fact that 
the differentiation of members is less rich than in Lycopodium inundatum. 
Features that arc analogous in some measure will be described presently in 
the case of Anogramme leptophylla. 

Selaginella. The formation of the male prothallus has been described 
above ■, and we have therefore only to refer to the female prothallus. In 
it there is little to remark of organographic interest. A cell-mass fills 
the megaspore and subsequently ruptures its apex. It bears some arche- 
gonia, and forms also rhizoids, but is Incapable of further vegetative 
development. 

In most species of Selaginella which have been examined, the develop¬ 
ment of the prothallus begins whilst the spore is still within the megaspo¬ 
rangium, and proceeds so far that the primordia of the archegonia arc laid 
down. This is found for instance in Selaginella Mertcnsii, S. lepidophylla, 
S. erythropus, S. serpens, and others—all anisophyllous forms®. In the only 
isophyllous species which has been examined, Selaginella spinulosa , the 
development of prothallus begins only after the scattering of the sporc.^. 


’ W. H. Lang, The prothallus of Lycopodium clavatum, Linn., in Annals of Botany, xiu (t 99), 
p. 278, has recently arrived at similar conclusions. His paper only became known to me after my 
manuscript was completed. The facts stated by Lang confirm those of Bruchmann. 

^ Sec p. 182. 

* See Part I, p. 105. v c - 

* BruchmaoD, Untersuebungen iiber SelagiDella spinosa^ A. Br., Golha, i 9 /. p« 4 * 
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The procedure in the formation of the prothallus * corresponds in nuclear 
division, free cell-formation, and so forth, with that in Isoetes, and the for¬ 
mation of a cell-mass in the apical portion of the spore is rapidly promoted, 
because here only are the archegonia laid down. But the sharp limit by 
means of a ‘diaphragm ’ which earlier investigators like Hofmelster and Pfeffer 
described as existing between the first-formed and the later-formed portions 
of the prothallus has no existence. The ‘ rupture-tubercles’ which Bruch- 
mann has discovered in the prothallus of Selaginella spinulosa are remark¬ 
able structures. There are three of these cellular tubercles, one lying under 
each of the sutures of the spore, and by their increase in volume they 
bring about the rupture of its thick envelope. Upon them arise also the 
‘trichomes’ which here occur as long unicellular tubes, and which we must 
regard as somewhat modified rhizoids serving the purpose of taking up 
water, although they do not enter the soil. 

B. THE GAMETOPHYTE OF EQUISETACEAE. 

The prothalli of all species of Equisetum which have been investigated, 
all of them species confined to Europe, agree in being usually dioecious. The 
dioecism is, however, not a peculiarity of the spore. Poorly nourished prothalli 
are male, well-nourished ones are female, and it is possible, as Buchtien • 
has shown, to induce a female prothallus to develop antheridia instead of 
archegonia by starving it. The male prothalli arc not essentially different 
from the female; they are with reference to the female ones arrested 
formations and, as elsewhere, the arrest may take place earlier or later. 
I have found, moreover, occasionally monoecious prothalli in Equisetum pra- 
tensc ; one had formed an embryo between the lobes ; another was female in 
one longitudinal half, and the merlstem was interrupted by an ameristic 
zone, after which came the male half. It is noteworthy that in Equisetum 
the female prothalli do not first of all produce antheridia^. 

The female prothallus. This has some resemblance with a prothallus of 
Lycopodium cernuum on account of the coronet of lobes which it possesses 
and the meristem which lies underneath the lobes. But there is a funda¬ 
mental difference in symmetry. The prothallus is not radial but dorsiven- 
tral, and,as in the prothallus of P'ilices, we have an illuminated and a shaded 
side. Upon the shaded side there is a meristem beneath the lobes from 

* See .Amoldi, Die Entwicklung des weiblichen Vorkeimes bci den heterosporen Lycopodtaccen 
in BoUnUche Zeitung, liv (1896), p. 159. 

» Bocliticn, Eotwicklungsgcscbichle des Prothallium von Equisetnm, in Bibliotheca Botanica 
viii(i887). 

’ In most homosporons Pteridopbyta the prothallus produces first of all antheridia. It is probable 
that in Equisetum it would be possible by feeding to cause the male prothallus to develop into the 
female. It is, however, scarcely to be expected even if one sowed the spores singly in apparently 
quite similar conditions that they would all furnish female prothalli. as the reaction to stimuli of the 
spores u never quite the same. As to the scattering of Uie spores, see p. 575. 
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which new cells are developed both anteriorly and posteriorly. On the 
side of the meristem towards the lobes archegonia and new lobes arise, and 
thus the archegonia come to lie between the lobes and appear pushed 
towards the upper side of the prothallus. Towards the base of the 



Fig. 143. Equi$etum pratense. Female prothallus seeo from below; A, archegonia. Magnified 35 - 

prothallus new rhizoids appear. The meristem, as Fig. 143 shows, is not 
uninterrupted. The lobes serve partly as organs of assimilation, and partly 
as organs for holding drops of water, and thus facilitate fertilization. The 
body of the prothallus stores up, as in Lycopodium and Filices, a reserve- 
material which is used by the growing embryo at a later period. 

TAe male prothallus. This is smaller and is provided with smaller and 
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fewer lobes (Fig. 13^), it is also less rich in chlorophyll than the female. 
It varies, however, in bulk according to the environment and to the period 
of its development at which the formation of the antheridia sets in, and this 
moment depends also upon the environment. If the antheridia are formed 
relatively late, the male prothallus is very like the female ; it has a meristem 
which produces new antheridia anteriorly, but the formation of lobes from 
the meristem does not take place, and this is specially striking where female 
prothalli have been transformed into male ones. If, on the other hand, 
formation of antheridia takes place early, we commonly find that the pro¬ 
thalli are amcristic, and then they bear the antheridia at the points of their 
lobes. It is manifestly an advantage in the distribution of the spermatozoids 
when the antheridia arc not interspersed amongst lobes. 

Development of the prothallus. The earliest stages of germination of 
the spores of Equisetum are strongly influenced by external conditions. 
As they contain chlorophyll they are able to germinate right away. The 
mother-cell of the rhizoid is first of all cut off from the spore, and the 
rhizoids are negatively heliotropic in strong light, but if the atmosphere is 
moist they do not pierce the soil, being evidently affected by hydrotropism. 
In feebler illumination within a moist chamber, the rhizoids are positively 
heliotropic, a phenomenon which can scarcely have much significance for 
their life under normal conditions. In favourable conditions of illumination 
a cell-row proceeds from the mother-cell of the prothallus, and this row is 
developed into a surface which branches by the growing out of single cells. 
Upon the shaded side of the prothallus, which is already many cells thick, 
there appears then a meristem, and from it new lobes and archegonia are 
formed. Strong illumination brings about an earlier formation of a cell- 
surface, and where there is a copious supply of food-material a cell-mass 
may be formed, but this is not the common course of development. We 
shall find quite analogous cases of such plasticity amongst the Filicineac. 

C. THE GAMETOPHYTE OF THE FILICINEAE. 

The relationships of configuration of the prothalli of Filicineae have 
been the subject of many investigations, nevertheless our knowledge of them 
is not wanting in gaps, and as yet the prothallus is only known in about 
a tenth part of the species. For a long time it was supposed that the pro¬ 
thallus of the Filicineae was very uniformly constructed, and its type Is 
figured in all text-books in what is indeed a very commonly occurring form, 
namely, a small thallus of heart-like outline which bears upon the under 
side behind the apical indentation the sexual organs—although the anthe¬ 
ridia may also occur upon the one-layered lateral wings—and rhizoids. It is 
clear that even if all the prothalli of Filices appeared alike, this would only 
show the incompleteness of our method of investigation, because the pro¬ 
thallus of Gleichenia must have inwardly quite a different nature from that 
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of Aspidium, otheruxse its fertilized egg could not produce so very different 
a plant. The egg-ccll is only a specially formed cell of prothallus, and is 
not fundamentally different from the other cells. There are, however, in the 
external relationships of configuration many more differences than has been 
supposed, as I have endeavoured to show in a series of publications. The 
prothallus with heart-Iikc outline, far from being typical, is only a single 
case, no doubt widely spread, but hardly to be considered as the primary. 

I. THE EUSPORAXGIATE FILICINEAE. 

Marattiaceae ^ In the Marattiaceac where the prothallus is known 
it appears in the form which has been referred to above as that long con¬ 
sidered ‘ typical.’ It is distinguished amongst prothalli of like outline by 
its dark-green colour and by its fleshiness, and this e.xtends to the margins 
which arc here many-layered. The whole prothallus is usually from the 
first a cell-mass. It is also distinguished by the structure of the sexual 
organs which have been already described. The prothallus of Danaea has 
pluricellular rhizoids *. 

Ophioglossaceae. The prothalli of the Ophioglossaceae are still in¬ 
completely known, but they have this in common that they are hypogeous 
and saprophytic like those of some of the Lycopodia r— 

Ophioglossum. In the genus Ophioglossum the prothallus has only 
been found in O. pedunculosum, and this by Mettenius^ The youngest 
prothalli are tubers from which a conical projection proceeds and this 
elongates considerably, exhibiting unlimited growth at its apex. This 
cylindric prothallus may become green and split into two or three small 
lobes in the light. Can this be an indication of a coronet of lobes? 
Mettenius appears to regard the distribution of the sexual organs on these 
prothalli as radial. Doubtless the prothalli are inhabited by a fungus. The 
prothallus has a certain resemblance to the prothallus of the Phlcgmaria- 
type of Lj’copodium, but the resemblance is entirely superficial. 

Botrychiiun. With regard to Botrychium we have the older observa¬ 
tions of Hofmeister^ on Botrychium Lunaria and the more recent ones of 
Jeffrey^ on B. virginianum. The tuberous prothallus of B. virginianum 
is dorsiventral and bears the sexual organs upon its upper side, and the 


‘ Jonkman, in Archives Neerlandaises, xx (1896); id., Cber die Entwicklungsgeschichte des 
Prolliallium der Maraltiacieeo, in Botanische Zeitung, xxxvi (1S78), p. 129. 

* Brcbner, On the Prothallus and Embr>'0 of Danaea simplicifolia, in Annals of Botany, x (1S96). 
The first root of the embryo-pl.-int has ploricellnlar root-hairs, a circnmstance which appears to me to 
favour the view that we are dealing with a derived character. 

’ Mettenius, Filices horti botanici Lipsiensis, Leipzig, 1856, p. 119. 

< Hofmeister, The Higher Cr)ptogamia. English Edition, Ray Society, London, 1862, p. 307. 

* Jeffrey, The Gametophyte of Botrychium virginianum, in Studies from the University of 1 oronto, 

Biological Series, 1898. 
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mcristcm of the prothallus is also pushed upwards. Anthcridia first of 
all arise on a ridge-like projection, on both sides of which the archegonia 
appear. The rhizoids are often pluricellular. especially those upon the 
ridge or upon the flanks of the prothallus but those at the base of the 
prothallus are unicellular tubes. The prothallus is always inhabited by an 
endophytic fungus. Botrychium Lunaria probably resembles this in its 
main features, but from Hofmeister’s observations we learn nothing about 
the position of the sexual organs and meristem. In both cases the earliest 
developmental stages are unknown and therefore we do not know whether 
or no the dorsiventral prothallus of Botrychium arises by a unilateral out¬ 
growth from a primary radial body. The position of the sexual organs 
upon the upper side is manifestly more advantageous for fertilization in 
these hypogeous prothalli, than would be their position upon the under 
sidc’^, as in the Marattiaceae and others; and that the prothallus is not 
spread out as a surface is doubtless connected with the fact that it does not 
assimilate. 

2 . THE HOMOSPOROUS LEPTOSPORANGIATE FILICINEAE. 

Hypogeous prothalli are, so far, unknown in this group. Chlorophyll 
is always present, except in the male prothalli of Salviniaceae and Mar- 
siliaceae. There is one circumstance in their relationships of configuration 
that deserves notice as being of general interest, namely, that growth of the 
prothallus is often arrested by the production of an embryo at an early period 
and before its characteristic peculiarities appear. Tw’o examples may 
illustrate this. 

Osmunda. The prothallus of Osmunda is evidently heart-Hke in out¬ 
line like that of the Polypodiaceae. If it is not arrested in its growth by 
the early formation of an embryo, it takes on its peculiar and characteristic 
growth-form: it grows into a band-like thallus extremely like that of many 
Hepaticae, attaining a length of over four centimeters and often perennating 
for many years The cushion of tissue on the under side which usually 
serves for the storing up of food-material is developed as a midrib and the 
archegonia are arranged to right and left of it, lobes occasionally shoot out 
only at the growing point, and these may be considered a rudimentary leaf- 
formation as in Dendroceros^. Formation of‘hairs’ docs not occur in the 
prothallus of the Osmundaceae. 

Cyatheaceae. The Cyatheaceae furnish a second example. If the 
prothallus is arrested in its growth in consequence of the formation of 

' M&y thes« not ratber be parapbysest 

^ Compare also a like condition in the tuberous archegoniophore of Aoogramme. 

’ Goebel, Entwicklungsgeschichte des Prolhalliums von Gymnogramme leptophylU, Desv.. in 
Botanisebe Zeitung, xxxv (1877), p. 704. 

* See pp. 36, 56, 
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embryos at a time when it has not yet formed its peculiar ‘hairs/ these 
hairs appear as bristle-like cell-surfaces on both sides of the prothallus, and 
also upon the edge in Balantium antarcticum. 

I may conclude this notice of these facts by mentioning some other 
peculiarities of the Cyatheaceae, particularly the regular and sometimes 
very early branching of the prothallus in some forms. This occurs 
occasionally also in Osmunda (see Fig. 20, Part I), and in the old prothalli 
of Polypodiaceae, but in Cyatheaceae the prothallus may at a very early 
period become forked, as in Hemitclia (Amphicosmia) Waikerae (Fig. 144), 
or many vegetative points may be developed through branching, as 
in Hemitelia gigantea. These phenomena^ are of interest because 
they furnish an indication of how the reduction of the prothallus 
may be brought about by the shifting of the inception of the sexual 

organs to an earlier 
period in the develop¬ 
ment of the prothal¬ 
lus. Such reduction 
appears in a very 
striking manner in the 
male prothalli of the 
heterosporous Filici- 
ncae, and in badly- 
nourished prothalli of 
Filicineae antheridia 
may appear when 
only two cells have 
been formed. 

Polypodiaceae. In the Polypodiaceae the prothallus has ahvay.s 
unicellular ‘ hairs ’ if hairs are present. Some of them are ‘ glandular hairs,’ 
some of them are ‘ bristle-hairs ’ (Figs. 145,146); both are protective organ.s 
against the gnawing of animals. The Dicksonieae furnish a transition to 
the hair-formations of the Cyatheaceae. In them, both upon the upper and 
under side, as well as upon the edge of the prothallus, there arc gland-hairs 
which have a basal foot-cell out of which, a cell-row, sometimes branched, 
develops. Exceptions to the usual heart-like outline of the prothallus are 
found in some epiphytic Polypodiaceae, as well as in the Vittariaccae* and 
species of Anogramme. These epiphytic forms have long band-like pro¬ 
thalli with no cushion of tissue upon the under side, and the prothallus has 
many layers only at the positions where the archegonia arise (Fig. I 4 j)' 
This condition may be connected with the epiphytic method of life, inas- 



Fig. 144. Hemitelia (Amphicosmia) Walkcrac. Dcvelopmrnt o( pro* 
titallus. I, youn^ prothallus; wh. rhizoid. 2 and oMrr prothalli, each 
with two vegetative points, v, hlagnificd ; I mor« highly so tnan a and 3. 


* The analogous condition is found in some heart^like prothalli of the Polypodiaceae and Aneiniia, 
where, if an archegonium is fertilized at an early period, there is unequal development of the wings 
of the prothallus, and one of them may be entirely suppressed. ^ See p. ao 
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external factors. I have already pointed out when speaking of the Hepa- 
ticae that the form of the germ-plant depends upon external conditions and 



FiC. 148. Acrostichum pelutum. SpcfAnelam in 
which spores have germinated while it was still attached 
to the sporophyte. The spores have formed only cell- 
rows. MagniHed. 


that the filamentous form is always 
able to arrive at favourable condi¬ 
tions of illumination, in the same 
way as these are attained to often 
by the seedlings of Spermophyta 
through the elongation of the hypo- 
cotyl. Now in the Polypodiaceae 
this filamentous stage is not, or only 
rarely, missed out even in the most 
favourable conditions ^ If the spores 
germinate closely together this stage 
persists longer (Fig. 150, F},and not 
infrequentlya branching ofthe thread 
may take place; where the spores 
germinate isolated in most favour¬ 



able conditions of illumination, surface-growth may begin in the second 

cell of the thread ^ I 
found this to be the 
case in all the germ- 
plants of Pteris longi- 
folia which were ger¬ 
minated singly upon 
mud. There can be 
little doubt that it 
would be possible to 
retain the germ-plant 
longer in the filamen¬ 
tous condition by sub¬ 
jecting it to other 
conditions than that 
of feeble illumination^ 
and it is further pos¬ 
sible that this stage 

Fig. I4Q. Aliophila australis. Proth&llus which has reverted to the forma* ^Qy ] J Jjg EgAin CAllcd 

forth at a later period. 
Young germ - plants 


tion of cefl-threai^ in consequence of unfavourable nutritive conditions. The 
tw'O'Sided apical cell, the segments (rom which are indicated by stronger lin^ 
in the Cgurc. has also grown out into a cell-thread; rhiroids; A, antheri* 
dium. olagnified. 


* There can be little doubt, however, that just as in Equisetum this can be artificially achieved by 
special conditions of cultivation. 

^ The first cell also raay sometimes undergo division by a longitudinal wall, and it is probable 
that by definite methods of culture it would be possible to cause a cell-mass to form directly out o 
the spore after the fashion which is sometimes normal in the Maratliaceae. 

^ In Fig. 148 we have a representation of a sporangium of Acrostichum pcltatum in whic e 
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which have not yet formed typical meristem easily pass over again into the 

filamentous stage in feeble illumination (Fig. 149)^ ^ 

shown this to be the case in Preissia ^ In older prothalli this only takes place 
if they have lost their meristem- and are enfeebled by an unfavourable 



I'iG- i$o. P^eris longifolia. Development of prothalli. In //the first cell of the filamentous part of the 

prothallus is conccaleil in the spore, apical cell; V, aoical meristem; vegetative point. Acrostichum 
peltatum; a filamentous prothallus from the germination of a spore within the sporangium, as shown in Fiff. 

All magnified. Further description will be found in the teal. ^ ^ 

environment. Commonly these conditions result in the production of pluri- 
cellular adventitious shoots ^ The ‘ light-optimum ’ for the filamentous forma¬ 
tion is lower than that for surface-growth *. Surface-growth is initiated in 


spores have germinated whilst the sporangium is still fastened to the sporophyll. They have all 
grown out into dark-green cell-rows, and naturally contain only a very small amount of ash- 
elements. 


* See Pari I, p. 239. 

* Goebel, Ober Jugendformen von Pflanzen and deren kiinstliche Wiederhervorrufung, in Sitzunes- 

hcrichte der bayerischen Akadcmie, 1S96. » Sec pp! zij zifi 

‘Longitudinal divisions may take place in prothalli which under special conditions have developed 
in the dark. ‘ 
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the germ-thread by longitudinal division, usually before—and often verv 
car]y--the first rhizoid has gone out from the position on the thread 
limited by the spore-membrane. Numerous other rhizoids follow the first 
one at a later period, and these issue from prothalli growing on the soil in 
the normal position always on their under side, but in epiphytic prothalli 
the rhizoids grow also from the margin (Fig. 14,^). It is not my intention 
ere to depict the relationships of the cell-arrangement: I may merely 
point out that at the end of the young cell-surface a two-sided apical cell is 
found commonly, but this is .subsequently divided by a periclinal wall’ and 
thus margtual grcnvth sets in (Fig. 147. 2). The two wings of the’pro- 
thallus are developed right and left of the vegetative point, the heart-like 
outline is attained to, and then begins the formation of the many-layered 
cell-cushion. To this oftcn-dcscribcd construction I must merely add that 
the two wings of the prothallus arc not of the same age. The surface of the 
prothallus which first develops from the germ-thread becomes at once 
the one wing, and the meristem which forms the vegetative point of the 
prothallus comes thereby to occupy a lateral position, and underneath it 
the second wing of the prothallus shoots out. Fig. 150 exhibits this proces.s 
in 1 teris longifolia. Here it will be seen that a one-layered cell-surfacc is 
formed first of all from the germ-thread without the aid of an apical cell, 
and the anticlinal walls diverge at the apex. It .shows also the method in 
which the cells become chambered in the older stages (Fig. 150, //). The 
intensity of the cell-multiplication remains strongest at a lateral ^osxiion on 
this cell-surface, and there is the meristem in which often a two-sided apical 
cell is visible. Below this meristem then shoots out the second prothallus- 
lobc which is at first, naturally, much smaller than the older one, but 
gradually reaches its size. In this case the cell-surface which first arises 
forms the greater part of the first lobe of the prothallus—in other cases it 
forms only a small portion of it. In Fig. 147. 4, for example, the young 
prothallus of A.splenium Nidus is represented, in which the meristem lies 
laterally in an earlier stage of development than that shown in Ptcri.s 
longifolia (Fig. 150). If we compare Fig. 147, we shall see that the 
meristem proceeds from the second cell from the ape.x of the cell-filament 
which ends with a papilla. In Platycerium - the meristem proceeds from 
one half of the end-cell. 

I have here shortly referred to these relationships, not because they are 
of any great significance, but because they show us:— 


* Id Lygodium the lvvo-si<led «npical cell i)ersists. 

^ The same i$ the case often in Aspidium Filix-mas and others. In Platycerium the meristem may 
sometimes be terminal, and one could also say, in cases in which a two-sided apical cell arises at the 
point of a ccll-filament, that it only proceeds out of one half of the terminal cell. Such considerations, 
however, carry us no further, although analogous assertions, such as that the embryo of Musci 
corresponds only to one half of the embryo of Hepaticae, are even now repeatedly made. 
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(rtl That every ^radanoH exists beRveen a terminal and lateralprimor- 
dinm of a meristem. 

(b) That in different sections of the filieineae both conditions occur. 

Thus all Gymnogrammeae, so far as we know the development of their 
prothalH, are characterized by the lateral position of the primordmm of 
their meristem, and by the late appearance of the two wings of the prothallus. 
Among the Schizaeaceae, Lygodium tcrminalc has terminal, Schizaea and 
Mohria have lateral meristem. If the formation of one of the two wings be 
suppressed we pass then to the form of prothallus like that of Anogramme 
and Vittaria described below. I do not believe that one can construct 
a phyletic relationship between apical and 
lateral position of meristem. It seems to me 
that we have rather before us an instructive 1 ; A 

example of tioo possible developments between V \ ; 

which one and the same species may oscillate, \ypr 

and of which, so far as our present knowledge / '' 
permits us to judge, sometimes one sometimes 1 
the other is become dominant in more than one 
cycle of affinity, although, at the same time, it is 
a matter of indifference from the point of view of / ' / ( it 
the manner of life which of them obtains. That [ ' ' 1 \ 

the heart-like outline of the prothallus is always 
finally attained to, although by different wa}'s in 

these forms, may find its explanation in this, it \ \ 

is a beneficial configuration. The wings lie 
loose, seeing that they develop no rhizoids, ,ha^|S; 
upon the surface of the soil, and under them 

drops of water collect* (Fig. 151), which then can sK 

be readily absorbed by the middle portion of the 
prothallus with its numerous rhizoids. The pro- dfcTicauydol'AoTcL'^ 
thallus of Osmunda, shown in Fig. 151, was the 

result of a prolonged culture upon a substratum very poor in nutriment. 
It was weakly, the wing-formation was almost entirely suppressed, no arche- 
gonia appeared, antheridia were numerous and mostly upon the edge. 
After feeding it well the wing-formation began and also archegonia were 
formed. The prothalli of Osmundaceae revert to the filamentous form much 
less easily than do those of other ferns. 


FiC. 151. Osmunda regain. Pro* 
thallus which was at first badly fetJ» 
and therefore was almost win^css 
and with inarcinal antheridia. This 
is seen in the lower p.trt of the fintre. 
The upper part of the fij^urc shows 
ihcpTotnallus^ after bein^ better fe<], 
where broad win^s have developed, 
beneath which drops of water 0^** 
dicated by dots) collect. 


Prothalli of Polypodiaceae wanting the Heart-like Outline. 

Anogramme. The prothallus of the genus Anogramme connects with 
the forms in which the formation of the two wings takes place at different 


* How they ftrise we shall not stop to inquire. 
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times. On account of its noteworthy adaptations it will be mentioned 
particularly below \ It produces only, if one may so say. one wing with 
lateral menstem. behind which there is formed a peculiar tuberous arche- 
goniophore. The prothallus with heart-like outline is here never reached. 

Vittariaceae. The Vittariaceae also have not prothalH with heart-like 
outline in the cases which have been accurately investigated. There arises 
in the first instance a simple cell-surface with marginal growth. This 
divides into lobes (Fig. 152). through isolated portions of the meri.stic 



Fig. I5i. Vittaria. l-6» Formation of prothallus; Ar, archegonia; £*, cjnbryo; gemmae, i, hijjWy 
(Magnified. The others slightly magnified. 

maigin passing into a permanent condition, and thus there is developed 
a highly irregular lobed body in some ways resembling the flat protonema 
of Sphagnum, and it forms marginal groups of archegonia which, primarily 
arising in the meristem, are separated from it at a later time by the portions 
which have passed into the permanent condition. 

Hymenophyllum, The form of prothallus of Vittariaceae leads us to 
that of Hymenophyllum. Here w'e have also to do with a richly-branched, 


‘ See p. a 16. 





PROTHALLl OF POLYPODIJCEAE—NOT HEART-SHAPED 207 

one-layered prothallus, upon which in most cases only the many cushions 
bearing archegonia are many-layered. The meristem is mainly limited to the 
points of the lobes of the prothallus. and the lobes are more band-like than 
in Vittaria. The rhizoids arise upon the margin. A portion of a prothallus 
of Hymenophyllum axillare is represented in Fig. 153* Cell-cushions 
bearing archegonia. A, are formed at five positions on the margin of the 
one-layered prothallus. These cushions are originally in connexion with 
the apical meristem, as is shown at the top of the figure to the right, and as 
the tissue of the cushion retains for a long time its meristic quality, the 
cushion often projects lobe-like beyond the margin of the prothallus. The 
prothalli may multiply vegetativcly by dying off behind, thus isolating the 
twigs; but the prothalli of many species of Ilymenophyllaceae possess 
special propagative organs 
besides, as will be shown 
below k The configuration 
of the prothallus is alike in 
all the species of Hymeno¬ 
phyllum which have been 
examined up to this time— 
not many it is true. 

Trichomanes. We do 
not find this similarity, 
however, in Trichomanes. 

The prothalli in some forms 
of this genus, such as T. 
rigidum, T. diffusum (Fig. 

134,/), and others, diverge 
markedly from those which 
have been already described, and recall the habit of the protonema of 
the Musci. In Trichomanes rigidum the prothallus forms tufts of branched 
cell-threads, most of which are epigeous, but some also run hypogeously. 
Single short branches become archcgoniophorcs (Fig. 154, //), and they 
develop as cell-masses, whilst the antheridia stand upon the ordinary 
cells of the filament, a difference which is easily understandable from 
the biological side, and is repeated in essentials in the prothalli of other 
Filicineae. The archegoniophores are cell-bodies of limited growth and 
the archegonia are distributed radially upon them. Species of Tricho¬ 
manes, like T. sinuosum, in which the prothallus is not merely a cell- 
filament, but also a cell-surface which has only limited growth, like the 
organs of assimilation in the protonema of Tetraphis and allied Musci ^ 
afford a transition from the filamentous prothallus of Trichomanes to 



^IC. Hynicn<»pliYllum aiillare. 

^ groups oi archegonia. MagniQeu. 


portion of a prothallus ; 


^ Seo p. 3 i 4 » 


* See p, 131 . 
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the surfacc-prothallus of Hymcnophyllum. The groundwork of the 
whole prothallus, its skeleton so to speak, is formed by the threads and 
these also spring out in numbers from the cell-surface (Fig. 154 ///)i 
The cell-surface here must be considered as a transformation of the cell-fila- 

mcnts.andthc distribution of the sexual organs also confirms this view The 

anthcridia stand on the cell-filamcnt, more rarely on the margin of the cell- 
surface; the archcgonia stand upon the archcgoniophoies, which are formed 
as cell-masses at the end of short filaments, just as in Trichomanes rigidum 
only here frequently, but not always, the archegonia have a dorsiventrai 
distribution. The archegoniophores can grow out into cell-surfaces if the 
formation of the embryo is suppressed ; the cushion of the archegonia 
then stands on the margin of the undci- side of this cell-surface, and the 
whole reminds one of the behaviour of the prothallus of Hymenophyllum. 
If the transition from ccll-filamcnts to cell-surfaces in the prothallus of 
Trichomanes sinuosum takes place at an early period in the germination, 
the cell-filamcnt will appear as a juvenile stage rapidly passed through; the 
cell-masses which arc to be designated archegoniophores with unlimited 
growth arc formed then directly and without any intervention of a cell- 
thread on the margin of the cell-surface. The first stages of germination 
suggest such a derivation. These show that from the spore there usually 
arise many ccll-filamcnts, frequently three, which I have observed at an early 
period becoming branched, although this is not the case in Trichomanes 
maximum and T. radicans which germinate like other ieptosporangiate 
Filicineac. Of the three cell-filaments thus initiated all may develop as 
cell-filaments in Trichomanes, but in Hymenophyllum one quickly passes 
over into a cell->urfacc. the others arc arrested. 

SU.M.M.XRV. 

When we review the facts which have just been cited regarding 
the development of the prothallus in the Filicincae, different questions 
force themselves upon us ; one is, Is there any connecting-thread between 
all these varieties of configuration? Can they be arranged in connected 
series which would also link on to the gametophyte of the Musci ? I have 
before now endeavoured to answer this question, and I have pointed out 
that if we seek for such a hypothetical link it is essential to keep in view 
the configuration of the gametophyte of the Musci as it appears in the 
mature stage, that is to say, at the time of the formation of the sexual 
organs, as this is, when we regard it from the standpoint of the theory of 
descent, also the result of a long development which started from simple 
relationships of configuration. We may, from our knowledge of the con¬ 
figuration of the vegetative body produced in germination in many Bryo- 
phyta, conceive these simple primitive forms to have had a configuration of 


* Compare the analogous case of the leaves of Boxbaumia, p* 127* 
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branched threads upon which the sexual organs sat’. The portion of the 
filaments which bore the archegonia achieved a more massive develop¬ 
ment in correspondence with its ‘ need ’ of a better nutrition, and it became 
a cell-mass as we find it in Trichomanes rigidum—an archcgoniophore. In 
Trichomanes sinuosum we see this grow out into a surface, and thus the 
configuration of the prothalli of other Filicineae is approached. If we 
suppose that this assumption of vegetative activity of the archcgoniophore. 



Fip. 1 ^* Trichomanes. Formitioo ol Drothftllos. ,T. dlfTusum. Youfilamentous prothallus ; spore 
which has developed cell-filaments in three oircctlons; Rh^ rhUoids. //, T. rieidum. Portion of filamentous pro- 
thallus with two archegoniophores. //^ T. sinuosum. Prolhallus showing habit. From the ceJbsurface filaments 
p^ out w'hich give origin to new celbsurfaces; portion of an arcbegoniophore. T. sinuosum. Portion of 
a filatoentous prothallus bearing two archegoniophores which pass o\*erInto ceU-sorfaces. /and JIL sllehtiv map* 
Difieu. //and /K highly magnified. * a a 

which renders possible a rapid nutrition of the embryo, was begun at an 
early period of development, the filamentous phase of development of the 
prothallus would be shortened. It would appear, as in most of the lepto- 
sporangiate Filicineae, only in the first steps of development, and might be 
entirely lost. And thus a cell-body might arise in the germination at once 
similar to that which is found in many examples both of the Hepaticae and 

of the Musci. Finally we see that the different forms of surface-formation_ 

terminal and lateral meristem, heart-like and simple surface-formation_are 


^ Compare Boxbamnia, p. 1)7. 
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connected with one another by transition. We observe then the connexion 
between the forms, but whether this corresponds with a phyletic series 
is altogether uncertain. We can also here, as has been already pointed out 
in the case of the Musci, invert the series, and may start from forms which 
begin with massive prothalli, like those of Lycopodium, and which then from 
a radial construction pass over into the dorsiventral, as we have observed it 
in Lycopodium Selago, and we may consider the formation of cell-filaments 
as merely an adaptation to the environment. There is indeed at the present 
time nothing to indicate why within the Hymenophyllaceac, which are 
so wide-spread yet occur under similar conditions of life, the species of 
Trichomanes should have mainly a filamentous prothallus, whilst species of 
Hymenophyllum * have a surface-prothallus. In the present state of our 
know'ledge we must not reckon upon discovering any certain phyletic 
indication in the prothallus; we must simply content ourselves with recog¬ 
nizing the connexions whose genetic significance remains uncertain. It has 
already been shown that the structure of the spermatozoids makes improbable 
a monophyletic origin of the Pteridophyta, and the similarities which exist, 
for example, betw’een the prothallus of Ophioglossum and that of Lycopo¬ 
dium, do not require us to ascribe to these a genetic relationship. It is much 
more probable that these resemblances have come about like those of the 
formation of the thallus of many Hepaticae^ in which we can certainly 
trace parallel lines of formation which, starting from different simple forms, 
have arrived at similar conformations. Within single natural groups also 
one may well recognize a conformity in the formation of the prothallus 
which is expressed in the possibility of arranging them in series, as we have 
endeavoured to do for the Hymenophyllaceae and other Filicineae, but as 
soon as we pass beyond this we always reach uncertain ground which 
indeed offers a favourable field for hypotheses, but is not one upon which to 
raise a surely founded superstructure. 


3. THE HETEROSPOROUS LEPTOSPORANGIATE FILICINEAE. 

We must now say something regarding the heterosporous lepto- 
sporangiate Filicineae. It is only necessary to deal with the female 
prothallus ^ 


' If the configuration of the prothallus of the H)fmenophyllaceae, especially that of Trichom^es, 
were an adaptation, one would expect similar phenomena in other forms under similar life-conditions, 
and we find in the sporophyte of some of the Polypodiaceac, for example Asplcnium obtusatum 
f. aquatica, of the Osmundaceae species of Todea, and others, adaptations quite like those in the leaves 
of the Hymenophyllaceae. Up till now, however, no case has become known of the prothalli of any 
of the above-mentioned forms conforming with those of the Hymenophyllaceae. They all resem e 
those of allied forms. This docs not mean that such cases may not exist, but the position of the 
archegonial cushion in Hymcnophyllum could scarcely be considered as an adaptive character, tm 
it appears to me very doubtful whether adaptation can be proved in the other peculiar features 0 e 


prothallus. 

* See p. 35. 


* See p. 180. 
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FEMALE PROTHALLUS OF SALVJNIACEAE 

Salviniaceae. The female prothallus of Salviniaceae resembles that 
of Marsiliaceae in so far as it is only formed at the apex of the megaspore 
(Fig* 15^) > greater portion of the internal space of the megaspore 
remains as a reservoir of reserve-material. The prothallus is chlorophyllous 
and in varying degree, that of Salvinia has much, that of AzoUa caroliniana 

very little chlorophyll. 

Salvinia. The prothallus of Salvinia possesses meristem, and thus 
approaches also most nearly that 
of the other ferns. In Fig. 155, II, 
is shown a prothallus of Salvinia 
natans viewed from the upper side. 

It has the shape of an equilateral 
triangle with blunt angles ^ The 
portion ending in the angle turned 
towards the lower part of the 
figure remains sterile, whilst three 
archegonia are produced towards 
the opposite subtending side. If 
fertilization is affected in one of 



Pig. 155. Salvinia natans. /. me g^aspore i^rminat* FiG. 156. Salvinisi nat&ns. Germinated megaspore; 
ing; archegonium; sk„ apkal ridge. //, prothallus prothallus and embryo in longitudinal section in the median 
isolated seen from above ; three archegonia and the line of the prothallus. portion of wall of sporangium ; 
mother-cell, of a fourth are visible; apical ridge A p^nium; exine; 4 , cavity of the spore; /r, prothal* 
of meristem ; position w'henee the wings are lus; dr; neck of areh^oniutn: twkr, embryo ; sA apex of 
veloped. Magnified. / After Pringsheim. // After stem foot; the first three leaves. Magnified 

Baalce. 100. After Pringsheim. Lehrb. 

these archegonia no more are developed, but otherwise new archegonia 
arise out of the meristem, sk. We may say that the whole prothallus 
corresponds somewhat with the cushion of tissue of the prothallus of one of 
the Polypodiaceae, only that the archegonia arise here upon the upper 
side. Two wings arise at a later period out of the meristem, but they do 
not extend forwards but backwards. It is scarcely likely that these wings 
correspond with those of the prothallus of the Polypodiaceae ; they 
probably serve to increase the absorptive surface of the prothallus, and 



* The whole prothallus is, however, cuned like a saddle (see Fig. 155, /), 
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take a s^hare in adding to the ash-constituents of the embryo The 
capacity for powth of the apex of the prothallus is limited, just as it is in 
the Polypodiaceae. There are formed from it a great number of arche- 
gonia, but there is no vegetative development, although this were perhaps 
possible if the formation of archegonia were suppressed k 

Azolla. The feniale prothallus of Azolla - is smaller and more reduced 
than is that of Salvinia, and there appears to be no formation of meri- 
stem in it. It produces first of all one archegonium, and if fertilization is 
effected in this one no more arc produced ; if fertilization does not take place 
more archegonia arise up to about ten 

MarSILIACKAE. In the Marsiliaceac but one archegonium is pro¬ 
duced. The prothallus here develops rhizoids, and if no fertilization takes 
place upon it, it exhibits an exuberant growth ; but it does not form new 
archegonia nor adventitious shoots, and soon withers. The reason for the re¬ 
duction in the number of the archegonia may in some measure be understood, 
I think, when we look at it from the biological standpoint. In Marsilia and 


Pilularia the megaspores and microspores are always distributed together. 
That an archegonium should remain unfertilized is here an occurrence which 
is rare relatively when compared with the case of homosporous ferns. In 
Salvinia fertilization is less certain, but it is made more probable by the 
longer duration of active archegonia through their formation anew. In 
Azolla the frothy masses in which the microspores are aggregated possess 
the remarkable hooks {jglochidia) through which they become anchored, so 
to speak, to the megaspores and thciefore fewer archegonia appear to be 
necessary here. We may say then generally that the mimbcr of archegonia 
varies inversely with the certainty of fertilization. Where fertilization 
appears to be certain few archegonia are produced. If, on the other hand, 
there is a risk of its failure, many archegonia are produced. 


4. ISOETACEAE. 


I may conclude this account of the formation of the prothallus by 
a short description of that in Isoetes, which occupies so isolated a position. 
The very simple formation of the male prothallus I have already men¬ 
tioned ®. The female prothallus fills as a cell-tissue the whole interior of 
the megaspore, but it forms no chlorophyll, and projects only slightly out 


' This would be very difficult to bring about because the megaspore contains food-material suffi- 
cient to make the prothallus iodependent of light. 

^ The megasporcs of Azolla germinate under water, and subsequently rise to the surface of the 
water. I observed the same in Marsilia Drummondi; it is only with the development of the inter¬ 
cellular spaces in I he embryo-plant that the whole structure is able to float to the surface. Mega¬ 
sporcs within which no fertilization has taken place remain submerged; sec Goebel, P anzen 
biologiscbe Schildeiungen, iii (1893), p- 27^. 

^ In Salvinia there may be four times this number* 

* Secp.nS. »Seep.i 8 i. 
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of the ruptured wall of the megaspore. The course of its development 
accords with that in the mega.spore of Selaginella \ and also with the forma¬ 
tion of the prothallus in the nicgaspore of the Gymnospermae. As in 
Selaginella, the prothallus shows to a certain extent a polar differentiation 
as its formation begins at the apex of the spore, and there alone the archc- 
gonia are formed in limited number. So far as we know the prothallus is 
incapable of becoming green or of developing further. There is no doubt that 
the female prothallus of Isoctes resembles much more that of the Lycopo- 
diaceac than that of the heterosporous I'ilicineae, but we know only the 
heterosporous forms of leptosporangiatc Filicineae, and with these Isoctes 
has but little in common. 


Ill 

ASEXUAL PROPAGATION OF THE PROTHALLUS 

Adventitious Shoots. 

It has been already pointed out that the prothallus may propagate 
itself vegetatively and perennate ; that from the old cells that have already 
passed into a permanent condition new formations may start, and these may 
grow out into prothalli. These arc the so-called adventitious shoots. All 
prothalli, however, have not this capacity. Adventitious shoots are unknown 
in Lycopodium annotinum, L. clavatum, L. complanatum, whilst from 
broken-off portions of the coronet of lobes in Lycopodium inundatum new 
prothalli may proceed. Bruchmann also found adventitious shoots on pro- 
thalH of Lycopodium Sclago- which were either old or had an injured apex, 
conditions which, as I have previously shown, have to be considered in 
connexion with the prothalli of Filicineae^. The question of the capacity 
for regeneration in the Equisctaceae requires new investigation. Buchtien ^ 
denies the possibilities, yet I see no reason why it should not occur. In the 
homosporous Filicineae the formation of adventitious shoots is extraordinarily 
common, but I do not require to mention the details. 

Gemmae. 

The formation of special asexual organs of propagation which are 
designated gemmae or brood-buds^ occurs in the prothalli of some species 

' See Amoldi, Die Entvvicklungsgeschichtc des wciblichen Vorkeimes bei den heterosporen Lyco- 
podiaceen, in BoUnisebe Zeitung, liv (1896), p. 160. 

’ Adventitious shoots also appear in Lycopodium Phlegmaria. 

’ See P.art I, p. 49. 

‘ Buchtien, Entwicklangsgeschichte dcs Prolhallium von Eqnisetum, in Bibliotheca Botanica viii 
(1887), p. 24. 
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ASEXUAL PROPAGATION OF THE PROTHALLUS 

of Lycopodium, and also in many Hymenophyllaceae and Vittariaceae, and 
thus, as in the Hepaticae, formation of gemmae has arisen frequently and 
independently in different series of the Pteridophyta, as a ‘character of 
adaptation.’ 

Lycopodium Phlegmaria. Treub found in Lycopodium Phlegmaria 
two kinds of gemmae, ordinary ones, and those with thickened outer wall. 
The former are ovoid cell-bodies seated upon a short stalk \ and they grow 
out directly into the new cylindric prothallus. Thick-walled genTmae 
arise from the prothallus when it finds itself under unfavourable conditions 
for vegetation, and they consist of few cells, each of which has a thick 



Fig. 157. Hvmenophyilaceao. Formation of {gemmae on the prothallus. i, Trichomancs ri^idum; ; 

T, sterigma. From a specimen collected in Venezuela, a, Hymenophyllum sp.; st, stcriema; wA, primoratum of 
rluzold. From a specimen collected In Java. 3, 4,5. Trichomancs venosum; B. j^emma ; .STstengma; developing 
stalk for a gemma. From a specimen collected on the Black Spur Mountains, Australia. Germination of gemma. 

outer wall. These gemmae are essentially resting buds, and they secure 
the perennation of the prothallus when the conditions are unfavourable. 

Hymenophyllaceae. Gemmae are known in the species both of Tricho- 
manes and Hymenophyllum. I have already carried back the gemmae of 
many Hepaticae ‘ to the formation of brood-cells, which frequently develop 
further even upon the mother-plant,’ and this holds also for the gemmae of 
the prothalli of Filicineae. It is sufficient to refer to Fig. 157 in order to 
make clear the relationships. 

Vittariaceae. In Vittariaceae ® gemmae are known in Vittaria, Mono¬ 
gramme, Hecistopteris, where they appear in the form of cell-rows. The 
two end-cells are distinguished from the others which contain chlorophyll 

‘ Gemmae may also proceed from the paraphyses of the sexual organs. 

^ Goebel, Morphologische imd biologische Stndicn : II. Zur Keimungsge«hichte ciniger Fame, m 
Aunales du Jardin botanique de Builenzorg, yii (1888), Hecistopteris einc Tcr'annte 

Famgattuog^ id Flora^ Ixxxii (1896), p« 67. 
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and starch by their smaller size, and by the absence of chlorophyll, or by 
its small quantity. One of them shows an almost circular brown fleck, the 
position at which the gemma was attached to its stalk-cell. These stalk- 
cells are, just like those of Trichomanes shown in Fig. 157, not ordinary 
cells of the prothallus, but special outgrowths upon the prothallus, and they 
may be designated sterigviata. Many sterigmata may arise upon one 
cell of a prothallus, and many gemmae may be formed from each sterigma. 
consequently the number of buds produced is immense. The gemmae arise 
upon the sterigmata originally as narrow outgrowths which are subse¬ 
quently constricted at their base, at which point they become separated 
from the sterigma by a wall, and each outgrowth is the mother-cell of 
a gemma. This mother-cell divides then by cross-walls, and the gemma 
finally separates and forms a new surface-prothallus. Large gemmae may 
give rise to two prothalli. 

It appears to me probable that the formation of gemmae has origi¬ 
nated, especially in these prothalli of the Pteridophyta, because forma¬ 
tion of the embryo is often hindered for a long time by the eonditions of life. 
At any rate the formation of gemmae furnishes a means for unlimited pro¬ 
pagation of the prothallus independently of the germination of the spore. 


IV 

PHENOMENA OF ADAPTATION OF THE PROTHALLUS 

The reason why we should expect fewer striking and less numerous 
phenomena of adaptation in the prothalli of Pteridophyta than in the 
Hepaticae has been already stated '. 

Relationships to Water. 

There are no special contrivances for the holding of water—if we 
except the formation of lobes in the prothalli of Lycopodium inundatum 
and L. cernuum as well as in the female prothallus of Equisetum -—and up 
till now arrangements for the tiding over of a period of drought have been 
found only in two species of the genus Anogramme, and these take the 
form of the production of tubers which, as we know, occur also in many 
Hepaticae 

Anogramme chaerophylla. It has been already pointed out that 

* See p. 189. * See p. J95. 

^ It appears to me probable that aDalogons conditioos occur in other Filicineae, os the formation 
of sclerotia occurs in different cycles of af&nity in the Hepaticae. See p. 66. 
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Anogramme belongs to that group of Filicineae in which the prothallus 
with heart-like outline does not appear, and indeed we might regard the 
prothallus of Anogramme chaerophyllaas it is shown in Fig. 158, as quite 
that of Gymnogramme or of Pteris longifolia, on which the second wing 
had not yet been developed, and the meristcm was lateral. Old prothalli 
are funnel-shaped, not flattened as is usually the case elsewhere, and a tuber¬ 
cular archegoniophore ^ arises behind the meristem instead of the usual flat 
cell-cushion bearing archegonia. This archegoniophore pierces the soil. 
Its hinder portion elongates mostly into a stalk, the front portion bears 
a roundish tubercle within which is much starch and other reserve-food. 
The tubercle is thus very like tubercles which we have seen in many 
Hepaticae and is in a condition to persist through dry periods, and if it 



Fig. 1^. Ano^ramm<» chncrophylla. t, youne prothallus spri^ad out upon which an archegoniophore,/’, is 
already laid down, a, a somewhat older prothalJus in proGle view; A, probably original apex of prothallus; 
S^, exosporium still sticking to the base of tne prothallus; /, archegoniophore. 3, prothallus issuing from a tuber, 
A , : a new tuber is seen at 4, tuber froin which a new prothallus is shooting. All magnified. 

bears an embryo this is in a position to develop rapidly with the advent of 
more favourable vegetative conditions. Should the formation of the embryo 
be suppressed, there is formed from the tuber a new lobe of a prothallus 
which then later will form a tuberous archegoniophore (Fig. 158, 3, 4). 
Adventitious shoots may sometimes develop into similar tubers in other 
positions upon the prothallus, and these are then simply resting vegetative 
sclerotia, and they appear only when the conditions of nutrition are bad. 
It is probably the external conditions which determine whether an adventi¬ 
tious shoot of the ordinary kind or one in the form of a sclerotium shall 
arise, just as these determine the development of the resting gemmae in 
Lycopodium Phlegmaria. 

Anogramme leptophylla. The relationships in the widely-sprea 


* See Goebel, Ober die Jugendzustande der Pflanzen, in Flora, kxii (1889), p. 21. 
» This term of Bower’s is preferable to ‘ fruit-shoot,' the one I used earlier. 
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Anot^ramme leptophylla^ are somewhat more complex. Its sporophyte is 
annual,as is that of A. chaerophylla. The prothallus, like that of A. chaero- 
phylla, is a spathulate cell-surface which is funnel-shaped and not flat 
(Fig. 159), and which can branch and form lobes somewhat after the 
fashion of that in Vittaria. The tuber-like archegoniophorc, however, does 
not arise upon the lobes, or does so only in a few exceptional cases ; but the 
base of the cell-surface which is many-layered produces a new cell-surface 
of limited growth*,and this forms upon its under side a tuberous archegonio- 

phore, or at its base brings forth a new 
cell-surface, and so on. From one spore 
there proceed therefore a great number 
of surface-prothalli which are connected 
at their base, and the youngest of these 
produces the archegoniophorc. Their 


Fig. 159. ADOPramme (G)*mnoeramn)e) lepiophylla. Two prothalli to show habit. To the left a prothallus 
with tub^r in proffle \*iew. To the right a prothallus mod from auovc. hJagoiUcd about 4. 

great assimilating surface enables them to produce larger tubercles than is 
the case in A. chaerophylla, and as in that species these form, when no 
embryo arises, two or it may be three surface-prothalli. The prothallus in 
this species is then pre-eminently fitted to withstand a period of drought. 
Aquatic prothalli. In prothalli which are adapted to a water-life we 


* Sec Goebel, Entwickluogsgeschicbte des Prothalliams von Gymnogramme leptophylla, Desv., in 
Botanische Zeituog, xxxv (1877), P* *^7 > Jugeadiustaade der Pflanzen, in Flora, Ixxii 

(1889), p. 15. 

' This recalls the behaviour —mutatis mtUafidis^^i Lycopodium salakeose, where many prothalli 
shoot out from the * tubercule primaire.' In both cases we have to deal with a derived phenomeuoD* 
I have recently found like appearances in Mohria cafTrorum. 
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'7,arrangements rvhich stand in relation to their 
method of l.fe These will be in part mentioned when dealing with the 
spoiangia . Here 1 merely point out that the microspores of the Salvinia 
ceae ai e not scattered singly, they would be very easily swept away if this 
were the caseIn Salvinia they remain as a frothy mass embedded 
with.n the microsporangium, and burst through the sporangial wall in 
germination. In Azolla their relationships are still more remarkable, for 
there is formed within the microsporangium, not one mass enclosing the 
microspores, but many, the so-called massnlac, and these reach the water 
by the rotting of the sporangial wall. They have numerous stalked hooks 
{Sjochidia) by means of which they are able to anchor to the rough envelope 

of a megaspore—one of the most remarkable arrangements for securing 
fertilization ^ ^ 


Symbiosis with Fungi. 

We have already referred to the remarkable symbiosis of Cyanophy- 
ceae and some Hepaticae^ regarding the biological significance of which it 
IS only possible to put forward conjectures. In the gametophyte of the 
Pteridophyta a symbiosis such as that in the Hepaticae which presupposes 
the existence of mucilage-chambers is excluded. It turns up, however, in 
the most remarkable manner in the sporophyte of Azolla. On the other 
hand, the gametophyte of many Pteridophyta harbours fungi, and there is 
not the slightest doubt that they live in a number of cases in a state of 
recipiocal symbiosis, and not as simple parasites in the prothallus. Prob¬ 
ably they bring about decomposition of organic remains in the substratum 
and thereby contribute to the saprophytic nutrition of the prothallus. 
1 hey are found particularly in all prothalli which have no chlorophyll, 
those, for example, of the Ophioglossaceae ®, and of many species of Lycopo¬ 
dium in which a remarkable formation of tissue is part of the consequence 
of the presence of the fungus. There are probably gradations between 
cases in which the fungus inhabits the prothallus as a harmless parasite, and 
those in which it is of use to the prothallus. Experimental investigation 
can alone clear up this point. In what follows I state shortly the most 
important morphological facts, beginning with the simplest cases:— 

Polypodiaceae. The prothalli of Polypodium obliquatum ® and some 
undetermined allies have the rhizoids almost always infected with fungi, and 
the mycelium is found also in the cell from which the rhizoids spring as 


^ See p. 494. 

• \Vc may compare the bundles of floating pollen in Zostcra. 

^ See p. 213 . • See p. 78. 

* The existence of the fungus in Opbioglossum pcduncalosum is not mentioned by Mettenins, hot 
there can be little doobt that it is present there. 

^ See Goebel, Morphologische und biologische Studien: II. Zur KcimuDgsgeschichtc einiger 
Fame, in Aonales du Jardin botanique de Buitenzorg, vii (1888), p. 76. 
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a fine coil of liyphae. The fungus here gives the impression of being a 
harmless parasite. 

HymenophyUaceae. Infection b)’ fungi through tlie rhizoids takes 
place in the prothallus of Trichomaiics. All the tufts of prothalli of 
Trichomancs rigidum * which I examined showed the fungus, but always 
limited to a relatively small number of the cells near the soil, which were 

frequently swollen and poor in contents. 

Ophioglossaceae. In Botrychium a considerable number of the cells of 

the prothallus are inhabited by an unsegmented mycelium which enters 
through the rhizoids, the hyphac swell between the cells and frequently 
become vesicular. Jeffrey" found in older prothalli which had produced 
embryos that the fungus was dead and shrivelled, but this does not prove 
that it was digested by the cells of the prothallus. 

Lycopodiaceae. The relationships arc not everywhere alike in the 
prothalli of species of Lycopodium. Endophytic fungi are found in all, 
with the exception of L. nummulariaefoHum, Bl.® I. however, can refer here 
only to one most interesting case as an illustration. The one I take is that of 
L. complanatum, for the knowledge of which wc have to thank Bruchmann. 
The fungus in this species has an intimate connexion with the anatomical 
construction (see Fig. 142). We can recognize beneath the meristem in the 
beetroot-like portion of the prothallus the following tissues: the central 
tissue, palisadc-like cells surrounding it, and the tissue of the rind, the cells 
of which inhabited by the fungus have a darker content. The cells are 
filled with fine hyphae-coils which arc in contact with the outer world 
through individual rhizoids, the fungus in some cases passing throughout 
the whole length of a rhizoid. The rhizoids arc, as in other prothalli 
of Lycopodium, relatively few in number. The fungus is not able to pierce 
the palisadc-cclls. but only runs between them, and as plastic material is 
stored up in them it is highly probable that the fungus shares in the process 
of storage. The central tissue serves for the transport of food-material and 
perhaps also for water-storage. This highly differentiated anatomical 
structure gives us, however, no ground for considering that the prothallus 
is really a stem reduced by its saprophytic mode of life. We have seen in 
the Hepaticae that the thallus of many forms, for instance the Marchan- 
tieae, has a much more differentiated construction than the shoot of the 
foliaged forms. 


* See Goebel, Archegoniatcnsludien: I. in Flora, Ixxvi (Ergdnzungsband zum Jahrgong 1892), 
p. 106. 

* Jeffrey, The Gametophyte of Botry'chium virgmianum, in Studies from the University of Toronto, 
Biological Series, 1898. 

^ Trenb, Etudes sur les Lycopodiacees, in Annales du Jardin botanique de Buitenzorg, vii (iSSS), 
p. i47» says nothing about an endophytic fungus in Lycopodium salakensc, but as the prothallus 
conforms in every way with that of L. cerauum and L. inundatum I think wc may assume it exists. 
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Distribution of the Sexual Organs. 

This subject has been often referred to in the preceding pages and here 
It IS only necessary to refer shortly to its biological interest. The prothalli 
m most of the Pteridophyta produce first of all antheridia and then arche- 
gonia, and then at a later period antheridia again. The formation of male 
prothalli IS easily induced by unfavourable environment. Such prothalli 
are frequently amcristic. There are, however, amongst the Filicineae cases 
in which well-nourished prothalli produce only archegonia, for example in 
Lygodium and Mohria caffrorum according to Bauke, in Onoclea Struthio- 
pthoris according to Douglas Campbell, and in Gleicheniaceae according 
to Rauwenhoff, who calls such prothalli apandrous. But it is questionable 
how far we have here to deal with a constant relationship ; it is much more 
probable that in most cases definite external conditions yet unrecognized 
bring about the passing over of the stage of formation ofantheridia. 1 have 
always found both antheridia and archegonia upon the prothallus of Mohria. 
Heim s investigation of Lygodium give different results from those of Bauke, 
for he showed that in this genus the antheridia appeared after the arche¬ 
gonia. In Kquisetum also the prothalli are, as has been shown above, 
dioecious, but the dioecism is cancelled by external factors. 

The position of the sc.xual organs and the rare occurrence amongst them 
of ‘ paraphyscs;’ to which we can ascribe the same function as in the Bryo- 
phyta, do not call for detailed treatment here. 


A roc A MV. 

Farlow was the first to show that the embryo-plant in Pteris cretica 
arose by vegetative sprouting, and not from the fertilized egg. DeBary, 
Leitgeb, Heim, W. H. Lang, and others have investigated this remarkable 
condition, and have proved its occurrence in a great number of Filicineae. 
I do not intend to treat this subject with any fullness here\ I wish only 
to state some fundamental points. 

In the first place one must remember that the egg, while certainly 
different from the other cells of the prothallus, is only a special construction- 
form of these. Then it has been already shown - that in many apogamous 
prothalli normal sexual organs in the first instance appear, and these arc 
followed by abnormal ones, and that a change in the constitution of the 
sexual organs may be considered as probably the cause of the appearance of 
apogamous shoots. In Doodya caudata, for example (Fig. 160)^, papillae 
arc frequently produced from malformed sexual organs upon the underside 


' See, for a comprehensive statement, Sadebeck, Pteridophyta, Einleitong, in Englcr and Prantl, 
Die natiirlicbcn Pnanzcnfamilien, 1898. 

* Sec p. 188. 

’ Heim, Untersuchungen iiber FamprothalHen, in Flora, Ixxxii (1896). 
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of the prothallus, and on these young plants then arise. It is remarkable 
that In the formation of these young plants, the single organs—first leaf, 
vegetative point of the shoot, root—arc laid down independently of one 
another as in the true embryo, and it is 
the rule that the individual parts of the 
sporophyte appear independently of one 
another. W. H. Lang has recently ob- 
sert’ed sporangia upon apogamous pro- 
thalli, and if we must assume that these 
are placed upon an extremely rudimen¬ 
tary sporophyte we have a very re¬ 
markable shortening of the development 
which is of extreme interest for the theory 
of inheritance and development. We 
might find in these facts a support to the 
assumption that for each organ or com¬ 
plex of organs there exists a definite 
material carrying the inheritance, which 
usually appearing late, may, under ab¬ 
normal relationships, appear early. The 
same may be said in a certain sense also 
of the anatomical relationships. Tracheids, 
for example, which normally belong only 
to the sporophyte, may appear also in 
the apogamous prothalli of Filicineae, fic. t6o. Oo^ya caudaia. Apogamyina 

^ ^ * prothallus. Papillae are $crr>« and upon these 

although the formation of the organs of young plants arise. After Heim. 

the sporophyte is not reached. It even 

appears in apogamy that there is a jumbling together of the different 
organs such as has been shown to occur in other malformations*. 

* Sec Part I, p. 196. 




THE SPOROPHYTE IN THE PTERIDOPHYTA 

AND SPERMOPHYTA 

There is so great a resemblance in the formation of the organs of the 
sporophyte in the Pteridophyta and in the Spermophyta that we may take 
the two groups together. In the ‘ typical ’ cases we find that the vegetative 
organs are roots and leafy shoots, and the reproductive organs are spor¬ 
angia* in both groups or aggregate of groups, and whilst there are many 
differences, both in the external configuration and in the inner structure of 
these organs in the two groups, yet in essentials they are alike. 

THE ORGANS OF VEGETATION 

I 

INTRODUCTION 

In the first part of this book I have pointed out the general features 
of the vegetative organs. If we distinguish root and shoot as fundamental 
organs this is only based upon the fact that they are the most important 
and are the most generally distributed. I have also shown - that all organs 
cannot be referred back to transformations of root, shoot-axis, and foliage- 
leaf. Anchoring-organs, such as we find in many Podostemaceae, furnish 
us with an illustration. They serve to fix to their substratum these plants 
which grow in flowing water. In F“ig. i6i is shown a portion of the root 
of Weddelina squamulosa which has produced on the left a leafy ‘adven¬ 
titious ’ shoot. The root is beset upon both sides by outgrowths which 
serve as anchoring-organs, and may be designated by Warming s term 
haptera. These haptera resemble in some degree short roots, but they 
differ from roots in their structure and origin. They are new formations 
developed in response to the requirements of the habitat. Many similar 
organs are to be found and formal morphology has grouped them together 
as emergencies. There is no reason why such new formations should not, 

under certain conditions, attain considerable size. 

Tendrils of Smilax. For example, the tendrils which appear upon 

* The fact that the microsporangia of the Angiospennae are frequently not sharply distingnished 
from the microsporophyll has up to recent times led to much confusion. 

* See Part I, p. 13. 
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the leaf of Smilax {Fig. 162) probably take origin in a way quite similar to 
that of the haptera of the Podostemaceae, at least no satisfactory reference 
of them to parts of the leaf out of which they may have arisen by a change 
of function has as yet been advanced. 

That they cannot be transformed stipules, as has been often assumed, can be 
shown upon various grounds but specially by this—that in some species the upper 



PIO. 161. W^detina squamolosa. OneofthePod^ 
stemac^ae. Portion of a root. To the left above is an 

below arc haptcitL 

SiigbUy magnified. 



Fic. 16a. Smifaz Sarsaparilla. End of a shoot. 
The lamina of th« leaf is here arrested, it becomes 
deve oped in later.forroed leaves. The tendrils are well 
devdoped. Natural slae. 


end of the sheath of the leaf can be recognized beneath the tendril, but if the tendril 
was, like a stipule, an outgrowth from the base of the leaf it must spring from 
thjs sheath. Celakovsky’s opinion, recently expressed’, that these tendrils are 
metamorphosed separate lobes of the lamina of the leaf does not, in my opinion, 

^ *^&lakovsky, L. T., Uber die Homologicn dcs Grasembryos, in Botonische Zeitnng. (1897). 
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gi\e us anj ad\ance. There is no known species of Smilax which really shows 
such ‘ lobes.’ If the tendrils develop from the beginning as tendrils upon the 
primordium of the blade, they can be no transformations but neiv formations. 
The question seems to me to be one in which change of function is predominant, 
It is not the purely formal one of whether the tendril springs from the base of the 
leaf or from the lamina of the leafh 

Haustoria of Parasites. The haustoria of parasites may also be con¬ 
sidered as organs siii generis^. Parasites arc of course derived from 
non-parasitic plants. There are two ways in which this may have come 
about:— 

(^7) Either organs which previously existed became devoted to the 
service of a parasitic life; for instance, a root-primordium might obtain 
the capacity to bore into a host-plant ; 

{b) Or the plant had recourse to new formations in order to bring it 
into union with its host. This appears to me to be that which has been 
actually followed. 

It has been customary to consider the haustoria of Cuscuta, for example, 
as partly transformed roots, and this mainly because they are endogenetic ; 
but no really convincing proof in support of this has been brought forward, 
and certainly such an assumption finds no application in relation to the 
haustoria of the Rhinantheae, Orobanchaceae, Balanophoreac, and others. 
The haustoria which arise usually in consequence of a chemical or mechanical 
stimulus are indeed not fundamentally different from those which we shall 
have to notice in the embryo-sac of many Angiospermae^. In Orobanche^, 
for example, the form of the haustorium which is produced on its root is 
different according as this is in touch with the root of the host-plant at one 
small point or over an extended area. In the first case a single superficial 
cell may grow out and penetrate the root of the host as a filiform hausto¬ 
rium, just like the mycelium of a fungus; in the second case the suctorial 
process is a cell-mass which has a much higher anatomical construction, 
containing both vessels and sieve-tubes, and these enter into union with 
similar elements of the host-plant. It is the same in other cases. We 
have to deal with new formations in these haustoria which arise in conse¬ 
quence of a stimulus as docs the anchoring-disk on the tendril of an 
Ampelopsis^ 

‘ See. for a risumi of the different views, Delpino, Contribuzioni alia storia dello sviloppo nel 
regno vegetale: 1 . Smitacee. 

* The older literature about parasites is brought together in my Vcrgleichcnde Enlwickluugs- 
geschichte der Pflanrenorgnae, in Schenk's Handbuch dcr Botanik, Hi (1884), The limits of the 
present book allow only of a citation of some of the more general and imporUnt relationships, but 

f DO details. ^ P* 

' See Hovelacque, Rcchcrcbcs snr Pappareil veg^atif des Bignoniacces, Rhinanlhacies, Oroban- 
ch<es, et Utricularices, Paris, 1888, p. 598. The literature is died in this work. 

^ See Part I, p. 368. 
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It is remarkable that the haustoria of many parasites can exhibit 
unlimited growth within the host-plant, whilst the portion of the parasite 
outside the host-plant suffers so great a reduction that sometimes only 
the flower-shoots remain, and the haustoria then alone represent the vegeta¬ 
tive body. Such a case is that in Fig. 163, which is an illustration of a 
species of Pilostyles 

Pilostyles Ulei. Upon the surface of the shoot of the host-plant only the 
small flower of the parasite appears. 'I'he vegetative body of this member of the 


Rafflesiaceae appears to have 
the same nature as that of 
Piloslylesaethiopica described 
by Solms, a plant which lives 
as a parasite upon the twigs 
of the caesalpineous Berlinia 
paniculata. In the secondary 
rind of the host run strands 
which have no definite form, 
and from which small, plate¬ 
like branches pass off, and 
these grow radially against the 
wood and gradually become 
enclosed by this as sinkers. 
Foliage-shoots are wanting 
here as in all Rafflesiaceae. 
The several shoots which 
develop as ‘ adventitious buds’ 
within the ‘ thalloid vegetative 
body,’ and burst through the 
rind of the twigs of the host, 
are flower-buds. The arrange¬ 
ment is therefore like that of 
the mycelium of an endo¬ 
phytic fungus—Peronospora, 
for example, the conidiophores 
of which burst through the 
host and appear above the 
surface. 



FiO. 163. riloityleii rici, Only the small of this 

parasite aro visilile upon the shoot axis aitii leaves of an Astragalus, 
which isthc host'plant. 


Pilostyles Haussknechtii. In another species of Pilostyles, P. Haussknechtii % 
the reduction of the intramatrical vegetative body is carried still further. The 
plant lives as a parasite upon species of Astragalus, and the flower-shoots appear 


The plant was sent to me through the kindness of Dr. Ule, .and it has been determined by Count 
olins-Laubach to be a new species. See Endriss, Monographie von Pilostyles ingae, Kant. (P. Ulei, 
obns), in Flora, xci (Erganzungsband znm Jahrgang 1902), p. 209. 

‘ Solms-Laubach, Uber den Thalhis von Pilostyles Haussknechtii, in Botanische Zeitung xxxii 
U874). P- 49. 
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upon the basal portions of the leaves. Young stages of development show that 
the flower-buds sit upon a cushion-like irregularly limited mass of tissue of the 
parasite termed xht which is in firm union with the tissue of the 

leaf of the Astragalus. Two such flower-cushions are regularly found in the leaf of 
the host when it has reached its development. After the flowering time these die 
away. The intramatrical body of the parasite which produces this flower-cushion 
consists of simple cell-strands, which Solms designates mycelium on account of 
their resemblance to the mycelium of a fungus. It is chiefly spread in the pith of 
the shoot of the Astragalus, but its branches force themselves also into the vascular 
bundles, penetrate the medullary rays, and spread in the form of irregular 
tangled filaments in the rind and end finally in the young flower-cushions. 
It is easy to follow this vegetative body right up into the vegetative point 
—into a region where there is scarcely yet a differentiation of rind and pith— 
and there it is richly developed. Solms has definitely traced it to the ultimate 
cell-layers of the apex’. The flower-cushion arises from the mycelium which 
penetrates into a leaf, immediately after the primordium of the leaf is laid down. 
This mycelium swells up in the base of the primordium, and then the ends of its 
filaments divide and form a net of irregular polyhedral cells which later swell up 
into the flower-cushion. The flower-bud is endogenetic in this cushion. 

These examples must suffice to show that besides ‘ root and shoot,’ as 
defined above, other organs are formed with special aims, to use a teleological 
expression, and these are not transformations of others, and cannot be 
referred back to previously existing ones. Keeping in view the relation¬ 
ships of configuration of root and shoot we must remember that the 
plasticity of the vegetative organs is very great, and that consequently it 
is impossible to find general far-reaching differences between the single 
categories of them. The cases where passage-forms occur between the 
categories are of special interest, and they require here fuller description 
than could be given to them in the general part of this work. 


II 

ROOT AND SHOOT 

I do not propose to give here a general account of the characteristics 
of root and shoot. My object will be much better accomplished by an 
exposition of individual cases, but I must discuss here the question: Can 
roots pass over into shoots, and does the converse also happen? 


A. TRANSFORMATION OF UNDOUBTED ROOTS INTO SHOOTS. 

Both in Ptcridophyta and in Spermophyta there are a number of cases 
in which, sometimes regularly sometimes occasionally, roots become trans- 

’ Solms.Laub.ich, liber den Thallus von Pilostylcs Haussknechtii. in Botanische Zeitung, xxxii 
(JS74,', p. 68. 



transforamtion of roots i.vto shoots 


227 


formed into shoots at the apex by throwing off their root-cap and forming 
leaves 

Filicineae. The transformation has been observed with certainty in 
Diplazium (Asplenium) esculcntum >, and in many species ol Plat>-cerium, 
such as P. alcicorne, P. Willinkii, P. Stemmaria, P. Hilli. These are plants 
which in their manner of life behave very differently. The specie.s of 
Platycerium are epiphytes, and produce spores which germinate freely ; 
nevertheless, vegetative propagation by shoots from the roots is profuse in 
them. Diplazium esculcntum, on the other hand, is a tree-like geophyte 
which in cultivation apparently seldom pro¬ 
duces sporangia, but in its natural habitat 
does so abundantly. The formation ol 
root-shoots cannot then be considered as a 
substitution for the usual propagation by 
spores. Transformation of the tip of the 
root into a shoot may take place in short 
roots or in long roots, and indeed every 
root appears to have the capacity to become 
a shoot, for one can almost always observe 
the transformation in healthy separated tips 
of roots. The transformation seems to be 
favoured in the plant by the position of the 
root near the surface of the soil. It is easy 
to follow the process by which the apical 
cell of the root becomes the apical cell of 
the shoot. 

Spermophyta. The transformation of 
roots into shoots has been observed as yet 
only amongst the Monocotyledones in. for 
e.xample, Listcra cordata’, Neottia Nidus- 
avis^, Anthurium longifolium*. The observa¬ 
tions which have been made in Dicotylcdones 
are altogether wanting in accuracy® 

The transformation of roots into shoots is, in my opinion, only an 



Pig. 164. Marathnim utile. Root with 
tx>o ro\\&ora«ivcntitious shoots. To the right 
abose a youn^ adventitious shoot. The root 
terms at its base a lobed anchor! ng*<iisk. 
Magnified. 


* See Lachmann, Conlributions h I’histoire natnrelle de la racine des Fougeres, in Annalcs de la 
ociete boUnique de Lyon, xvi (1889), p. 159. They are more accuralely described by Rostowzcw, 

Bcitrage zur Kenniniss der Gefasskryptogamen, in Flora, Ixxiii (1890), p. 155. 

» Bnindin, Otwr Wurzelsprosse bei Lislera cordala, L., in Bihang till k. Svensk.a Vetenskap 
Akademie Handlingar xxi, 3 (1895). ^ 

’ Warming, Om r^deme hos Neottia Nidus-avis. L., in Videnskabelige Meddclelser fra den 
Naturhistonske Forening i Kjobenhavn. 1874. The literature is cited in this work. 

p 645 ’ "'“^ebprosse bei Anthurium longifoUum, in BotanUche Zeilung, xxxvi (1878), 

* ^V ith regard to this sec the literatore quoted by Rostowzcw. 



228 ROOTS AND SHOOTS IN PTERIDOPHYTA AND SPERMOPHYTA 

individual case of the general phenomenon that shoots arise upon roots. 
Root-borne shoots occur quite regularly in many plants, the shoots are laid 
down endogenctically in serial succession towards the growing point of 
the root; their endogenetic origin gives their vegetative point, like that of 
the lateral roots, the protection which they could not otherwise get upon the 
leafless root. This is very strikingly shown in many Podostemaceae *. In 
Fig. 164 there is a portion of a root of Marathrum, a podostemaceous plant 
which I collected some years ago in the Rio Bocono in Venezuela. It 
will be seen that there are two rows of shoot-primordia upon it, and the 
youngest of these primordia are evident upon that portion of the root which 
is still covered by the root-cap. Suppose now that the formation of the 
shoots approaches more nearly the tip of the root. Such a case is found in 
Ophioglossuin vulgatum, whose multiplication, so far as we know, takes 
place exclusively by shoots upon the root, and in it the primordia of the 
shoots arise out of the youngest segments of the apical cell of the root, 
whilst the tip of the root itself continues its growth-. It is but a short 
step from this to the transformation of the tip of the root itself into the tip 
of the shoot, in which case the primordium of the shoot would be terminal. 
VVe shall have occasion to describe presently a similar pushing of the 
formation of shoot to the apex in the leaves of Filicineae^ 


B. ORGANS WHICH ARE NOT TYPICAL ROOTS. 

The Rhizophore of Selacinella. 

Many authors have considered as roots the rhizophores, which are 
found in a number of species of Selaginella, and which arc confined ex¬ 
clusively to plagiotropous doisiventral forms such as Selaginella Martensii 
and S. cuspidata. The upper portions of the plagiotropous but not creeping 
shoots in such species, where they are at some distance from the ground, are 
enabled to get into connexion with the soil by means of the rhizophores, 
just as in Mastigobryum *, one of the foliose Hepaticae, the flagella, which 
arc branches provided with reduced leaves and numerous rhizoids, bring the 
plant into connexion with the soil. 

The rhizophores of Selaginella (Fig. 165) are leafless. They arise 
usually in pairs, one above and one below the fork, which is formed by the 
branching of the axis of the shoot. They are e.xogeneticand near their 


‘ Warming, Familitn Podoslemaceae: I-V in Skrifter af det kgl. danske Videnskabernes Selskab, 
1881, 1882, 18S8, 1891, 1898, has described this in great detail. 

* See Koslowzcw, Ueitriige zur Kenntniss der Gcfasskrj'ptogamen, in Flora, Ixxiii (1890', p. * 55 * 
I had expressed my doubts of the accuracy of Van Tieghem’s statement that the tip of the root was 
transformed into the tip of the shoot; see Vergleichendc Eutwicklungsgeschichtc der Pdanzenorgane, 


in Schenk's Handbuch der Dotanik, iii (1S84); p. 344 * 

* See p. 241• 

* Sec Treub, Rechcrchcs sur les organcs de la vegetation 
botanique de Lvide, ii (1S77', p. IK 


* Seep. 43 * 

du Selaginella Martensii, Spring., in Musce 
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RHIZOPHORE OF SELAGINELLA 


tip they form cnclogcnetically the primordia of one or many roots. The 
rhizophorcs ma)' branch dichotomously, and they attain in man)’ foims 
a considerable length which is not brought about, as is sometimes wrongl)- 
supposed, by intercalary growth, but by prolonged apical growth. The 
formation or extrusion of roots is caused by moisture. Usually it takes 
place in the soil, occasionally also in moist air. Pfefier has shown that 
these rhizophores may be transformed into leafy shoots’, and he pointed 



out that cutting through the two shoot-branches above the fork w here the 
rhizophorcs arise, appeared to favour the 
transformation of the rhizophorcs into 
shoots. We can certainly cause the 


w/ •«> 


Fin. 165. Sr la;; in*' 11.1 Martensii. Portion of a shoot iviili 
rhi2ophorv$. Natural size. 


Scla^inclla. SccilHtic;, cotyle* 

«lon; nV, voutij; ihizophorc ; //, hvp<KX)ty| • Sin 
mrk'a^^poro: H'u chin root : Uj, toots sprin^I 
ing from the hypocotvi. Magnilicd i. 


transformation in young rhizophorcs if we treat the parent-shoot as a cut¬ 
ting, and make the apex of the rhizophorc the vegetative point -. A ca.se 
of the kind is illustrated in Fig. 167. Two rhizophorcs, IVT-^ upon the 
upper side, and JFTk on the lower side, arc shown here at the point of 
forking of the shoot. IFTk has developed into a leafy shoot which, after 


E"twieklun;; dcs Keimci .kr (Jattung Seb-india, in Hanstein's AbhandlnnKcn, 

* Ikhrens, Ober Regene ration bci den Sclaginellen, in Flora, Ixxxiv (Erganrungsb.nnd rum Jahr- 
gang 1897), p. , j9; Uc.jerinck, Beobachtungen und Belrachtungen uber Wurrelknospen und Neben- 
xxv“( 78 * 6 ) ?! _V„hx„d.li„i;c„ d„ ko„l„skliik= Ak..dea,io van \V«c„schapp™ in 
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producing some deformed leaves, bears those of normal Selaginella. 
A root, IVf or it may be a rhizophore, is already seen upon it. This 
simple experiment is one of the most instructive and most easily carried 
out that we know of for the purpose of showing change of function. 

The question now is: What is the rhizophore? There are three possi¬ 
bilities. It may be a leafless shoot; it may be a capless root; it may be 



neither of these, but an 
organ -migeneris. 

In favour of its being 
a shoot there may be ad¬ 
vanced its easy transforma¬ 
tion into a leafy shoot, as 
well as the method of its 
origin. But we do not know 
any transition-form between 
a rhizophore and a leafy 
shoot. Even in the germ- 
plant the rhizophore appears 
with the same configuration 
as it has upon the mature 
plant. Fig. i66 shows a 
germ-plant which has de¬ 
veloped the first rhizophore 
above the two cotyledons. 

In favour of its being 
a root the anatomical con¬ 
siderations have been spe¬ 
cially advanced, but these 
do not appear to be critical. 

More recently Bruch- 
mann ^ has pointed out that 
in Selaginella spinulosa, a 
species of radial configura¬ 


Fig. 167. Selajrlnella cuspidata. The apices of the two shoots of a 
forked branching were cut off. One of the two rhitophores of the fork. 
WXis became transformed into a leafy shoot, the other, WT\i did 
not develop further; W root. Magnified 9. 


tion which does not produce 
rhizophores, the roots do 
not arise immediately from 


the stem, but are produced endogenetically in a cell-body of exogenetic 
origin. This body appears in this species as if it were a very short ‘stalk * 
to the root, and it is found also in other species. The rhizophores of dor- 
siventral species of Selaginella may then be only a further development of 
this ‘ stalk ’ in correlation with their life-relationships, and we may compare 


‘ Bmcbmann, UntersuchoDgen iiber Selaginella spinulosa, A. Br., Gotha, 1897. 
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this stalk with the ‘protocorm’ of other Lycopodineae. If this be so, the 
i-hizophoi-e of Selaginella is neither the result of the transformation of a 
shoot nor of that of a root, but is the result of a prolonged growth of an 
outgrowth of tissue, which appears in all species, but in the radial forms 
exists only in a rudimentary condition. Further investigation of the forma¬ 
tion of the roots of Selaginella is needed before we can say that this ex¬ 
planation is founded upon a right basis. It has, however, the advantage 
that it is supported by the comparative consideration of the organs within 
the genus itself, and not upon any forced general scheme. 


The Protocorm. 


The organ which Trcub* has designated proivcorui is found in the 
germination of some species of Lycopodium. It is also known in Phyllo- 
glossum, the germination of which has not yet been observed. 

Lycopodium. Fig. 140, 4, shows a germ-plant of Lycopodium inun¬ 
datum, which still holds on to its prothallus by means of its foot (hausto- 
rium). In addition to the cotyledon, Co, the second leaf has developed, and 
at its base there is not, as in other germ-plants, the hypocotyl with the root, 
but instead a tuber-like body provided with rhizoids, and it corresponds 
morphologically with a hypocotylous segment of a stem in which the 
primordium of a root is suppressed -. The plant as it grows further be¬ 
comes dorsiventral, forms some new leaves, and only at a relatively late 
period does the first root arise as an cndogenetic structure, and then also 
is developed for the first time a more complex anatomical construction, 
evidenced in the presence of vascular bundles. We can recognize thus in the 
germ-plant two stages of development; the first gives us a parenchymatous 
tuber which bears a few leaves; in the second the internal and external 
differentiation of the plant appears for the first time. Similar tubers arise 
also upon the roots in Lycopodium cernuum, and they may bear leaves and 
become each of them a new plant should they be isolated. Treub con¬ 
sidered that the tuber of the germ-plant in the species of Lycopodium 
mentioned above was not a reduced organ, but a rudimentary one, and that 
It was the forerunner of the leafy shoot of the Ptcridophyta of the present 

day; he therefore named it the protocorm. I must own that this phyletic 
conception does not appeal to me. 

We find very similar formations in Spermophyta, both amongst the 


Treub fetudes s«r les Lycopodiacees : VIII. Considerations iheoriques. in Annales du Tardin 
bot^ique de lJuUenzorg. v.ii ^.Sgo), p. 30. Bruchmonn adopts the earlier view of Treub tjirth 
protocorm »s a foot which h.is become free. I cannot aerce with him Vh r . 1 * 

U in ,h= „fe„cd ,0. u.„,p«l by ,hn L'p.n»r 

xlvtsSrt p' Si ^ ‘-ycopodi.m i„n„dn,„„, Boi.nisd,. 
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Monocotylcdoncs and the Dicotyledones, if the formation of root is 
suppressed temporarily or entirely in the seedling. 

Monocotyledones. The Orchideac furnish examples of these ‘proto- 
corms.' I have described them in the germination of the epiphytic species 
Taeniophyllum Zollingeri ^ and Raeiborski^ found the same relationships 
in a number of other epiphytic orchids. The germ-plant is an elongated 
green body with a rudimentary cotyledon in front, and below this the 
vegetative point of the stem. The chief mass of the seedling is formed of 
the ‘ protocorm,’ that is to say, of a rudimentary hypocotylous segment 
wliich is not prolonged as the primordium of a root, and which is fastened 
to the surface of the tree by numerous anchoring-hairs. Raciborski 
observed adventitious shoots upon this ‘ protocorm ’ in Aerides pusillum. 
In the seedlings of orchids growing in the soil the ‘ protocorm ’ is commonly 
tuberous. 

Dicotyledones. Strcptocarpus polyanthus may be mentioned as an 
illustration amongst dicotylous plants of this formation of the ‘proto¬ 
corm.' Its rootless hypocotylous segment, which is the ‘protocorm,’ is 
fastened by anchoring-hairs to the soil, according to Hielscher^ On the 
embryos of species of Ltricularia"*, the hypocotylous segment is commonly 
an undifferentiated cell-body serving as a reservoir of food-material. The 
same is the case in some rootless species of Podostemaceae. 

Phylloglossum. Phylloglossum is an Australian lycopodineous plant 
which bears at the base of its leafy stem two parenchymatous tubers, and 
these are able to perennate in the same way as do those of many Ophrydeae. 
These tuber.s, which show no infection by fungi in the examples I examined, 
arc generally regarded as being comparable with the ‘protocorms’ of the 
germ-plants just mentioned. They arc swellings of the axis of the shoot 
upon which no root is laid down ; the root arises exogcnetically on the 
plant above the new tubers 

The appearance of a protocorm in very different cycles of affinity 
appears to me to be unfavourable to the hypothesis of its having a phy- 
letic significance; I can only see in the protocorm an organ which 
corresponds in its development, especially in its formation of roots, to an 
arrested hypocotylous segment; its appearance is probably connected with 
external conditions of life. That in plants which generally have given up 
the forming of roots, like the Utriculariae, there should be no formation of 


> Goebel, Pflanzcnbiologische Schilderungen, x (1889), p. 195. 

^ Raciborski, Uiologische Mittheilungen aus Java, in Flora, Ixxxv (1898), p. 337 « literature 
is cited here. 

^ Hielscher, Anatomic und Biologic dcr Gattung Slreplocarpus, in Cohn's Bcilrage zur Biologic 
dcr Pflanzen, iii (1883). 

* Compare the figure of Genlisea (Fig. 169, 1), which in this respect resembles Utricularia. 

* Sec Bower, On the Development and Morphology of Phylloglossam Drummondii, in Phil* 
Trans.. 1885. 



233 


IXDEPE.\DE.\'T LIFE OF OROAXS 

roots in the seedling, is easily understandable. In other plants, like the 
species of Lycopodium and Orchideac mentioned above, the suppression of 
the formation of roots ma>- be connected with the prolonged development 
of the germ-plant; pcrliaps also with the symbiosis with fungi which takes 
place in these plants k At the present time, however, we have no clear view 

of these relationships. 


C. TRAXSFOKWfAT/OX OF S/1007'S IXTO ROOTS. 

SItoot-axes which have the form of roots have already been described 
in the Ilepaticack They are found also in the Ttcridophyta, for c.\ample 
in the Psilotaccae. and also in the Spermophyta, but an actual transforma¬ 
tion of a shoot into a root has, as yet, not been shown. Bcijerinck has 
described its occurrence in Rumex Acctosella. but I cannot accept his state¬ 
ment as conclusive k 


III 

I'REIi-LIVING ROOTS AND LEAVES. TRANSITION 

BETWEEN LEAF AND SHOOT 

We are accustomed to think of the several organs of the plant-bodj- 
always as they occur in connexion one with the other, because this is the 
most common condition, corresponding as it does with the ordinary require¬ 
ments of the life of the plant, and we regard it consequently as the ‘ normal.’ 
We see in the vegetative organs the root and the shoot joined to one 
another, and the phenomena of regeneration have shown us that the talSng 
away of the root-system or of the shoot results frequently in a new formation 
of the lost parts. But there is another way of looking at these facts. Under 
special life-conditions the organs ma>- also live alone, at least for a time. 


* At isolated pl.accs in the stem of l.ycopodium inuiidatum. cushiou-lissuc develops which becomes 
infected with fungus-hyphae. In the vicinity of this the new formation of roots is promoted, and 
upon the protocorm of Lycopodium inundatiim similar cushions of tissue arc found. In both cases, 
and in the root-tubers of Lycopodium cernuum also, the fungus-infection appears to promote an 
increase of plastic material. 

’ See p. 45. 

* Heijennck. Reobachtungen und Letmehtungen iibcrWurzelknospen und Nebenwurreln. in Naluur- 
kund.ge Verhandelingen der koningklijke Akademie van Wctenschappen in Amsterdam, .nxv {iSS6', 
p.41. Beyennek found at the base of newly formed roots one or two leaflets, and concluded therefrom 
that a shoot continued Us growth as a root after the priraordia of one or two leaves had been laid 
down Neither in the text nor in the figures is it, however, shown that these leaves had vascular 
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Rootless Shoots. 

The existence of rootless shoots is generally known. They occur in 
some free aquatic plants, for instance in Salvinia, Ceratophyllum, species of 
Utnculana ; also in terrestrial plants in which the function of the root has 
been taken on by the axis of the shoot, as in Psilotum, Epipogon, Coral- 
lorrhiza, or by the leaves, as in Genlisea, Polypompholyx, and species of 
Utricularia. 

Free-living Roots. 

Less known, however, is the occurrence of frec~living roots, that is to 
say of roots which do not spring from a shoot. They occur in some 
saprophytes and parasites. In the former the saprophytic mode of life of 
the roots is made possible by symbiosis with fungi. They are rendered 
thereby independent to a certain degree of the assimilating shoots, and as 
a matter of fact the assimilating shoots no longer exist in many saprophytes, 
for example Monotropa. 

Pyrola uniflora. If we examine, for example, the growth of Pyrola 
(Monesis) uniflora ^ we find that the leafy shoots spring from a root-system 
in the soil. They are quite dependent upon this because they themselves 
develop no roots, and form also no lateral shoots 2. There are also root- 
systems which evidently exhibit younger stages, and have not developed 
any shoot. The germination is unfortunately unknown, but probably there 
arises from the unsegmented embryo in the germinating seed, not as else¬ 
where a leafy and rooting shoot but, the shoot being arrested, only 
a saprophytic root-system upon which shoots subsequently appear as 
endogenetic structures. 

Monotropa. The condition is quite similar in the allied Monotropa, 
which, however, does not produce foliage-leaves. Whilst shoots above¬ 
ground die down after the flowering period, the root-system perennates and 
develops new flower-shoots again in the next vegetative period. 

I do not consider it necessary to distinguish this root-system, which 
thus lives independently, by a special name^ as we have doubtless here to 
do with a condition correlated with the saprophytic mode of life, and derived 
from the normal in which frequently we meet with roots that produce shoots, 
but they are not independent roots being always connected with chloro- 
phyllous shoots. 

* See Irmisch, Kemerkungen iiber einige Pflanzen der deutschen Flora, in Flora, xxxviii (1855)* 
p. 628. 

* In the neighbourhood of the shoot a lateral root commonly arises from the root«syslem. 

^ We may of course suppose, with Irmisch, that in the germination a shoot arises whose chief root, 
or one of its lateral branches, then develops into the rool^sysiem producing shoots, but the analogy 
with the germination of Orobanche leads me to think that the assumption I have made in the text is 
the more probable, and that the chief shoot is entirely suppressed m germination. 

* As does Vcicnovsky, Ober die Biologic und Morphologic der Gatlung Monesis, in Roiprivy 
teskc Akademie, Prag, 1892. 
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Free-living Leaves. 

Streptocarpus. The cotyledons of Streptocarpus polyanthus and 
S. Wendlandii can scarcely be considered as of this category, although 
they frequently are regarded as of this nature. In the germination of the 
seeds of these species two cotyledons unfold as in other species of Strepto¬ 
carpus. One cotyledon is soon outstripped in size by the other, and dis¬ 
appears altogether at a later period ; the other grows into a large foliage- 
leaf out of whose base the inflorescence springs subsequently. Hielscher* 
considered these inflorescences as adventitious formations. It is, however, 
more probable—although an unprejudiced investigation of the develop¬ 
mental history has not been carried out—that the inflorescence proceeds 
from the end of the primary axis, which elongates into an internode 
between the two cotyledons, and appears later as the stalk of the large 
cotyledon. 

Lemnaceae. But we can reckon in this category the vegetative body 
of the Lemnaceae. The flat members which spring one from the other in 
this plant have been considered sometimes as segments of a thallus, some¬ 
times—and this has been far the commonest view—as leafless shoots in most 
species. These leaf-like structures are, however, really leaves, as I have 
stated elsewhere*. The general conclusion in favour of their shoot-nature 
was arrived at because one (in Wolffia) or two new members (Fig. i68) 
shoot out from the base of each old member, and morphological dogma 
maintained that a leaf could never arise out of another leaf but only out of 
the vegetative point of a shoot. This dogma, however, has been overthrown 
by the condition in Utricularia and in the embryos of many Monocotyle- 
doncs, conditions which will be described below ^ The first leaves arise in 
many monocotylous embryos wii/iont any vegetative point being visible, and 
there is no necessity to suppose that it is existent although not visible. 
The cotyledon, the first leaf, is a portion of the embryo, and is not formed 
out of a vegetative body. Subsequent leaves may develop in like manner 
out of embryonal tissue remaining over at the base of other leaves. This is 
what happens in Lcmnaand its allies, and in support of this view the follow¬ 
ing points may be advanced :— 

1. Plants with leafless shoots are found elsewhere amongst those 

which 'aim at' reduction of the transpiration. Such a condition in plants 

like the Lemnaceae, which live partly on, and partly in the water, is quite 
impossible. 

2. In germination the cotyledon of Lemna develops into the first 


Hielscher, Anatomic und Biologic der Gatlung Streptocarpus, in Cohn’s Beiltagc rur Biologic 

Entwicklung der Gesncriacecn, in 

? Ml Gcsellschaft (Gencral-Versammlung), xii (1894), p. 96. 

Goebel, Pflanzenbiologische Schildemngen, ii (1893), p. 276 ^ ^ 

See pp. 236. 253. 
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member of the plant, and all the foll<nviug members essentially resemble 
iP, but the cotyledon is the first leaf, and consequently the following 

‘ members ’ must also be leaves if we are to accept the comparative method 
as of any value. 

3. The structure which has hitherto been regarded, for example in 
Spirodela, as a leaf-organ, has scarcely any resemblance to a foliage-leaf, 
and can without difficulty be arranged amongst the ‘ ligular formations.' 

The morphology of these remarkable plants cannot be treated of in 
detail here. I will only point out that the new 'members’ of Lemna 
appear in pairs upon the upper side of the old ones, and are enclosed in 
pocket-like outgrowths (Fig. 168). A zone of embryonal tissue persists at 
the base of each leaf and out of it the new formations proceed. A special 

vegetative point is never differen¬ 
tiated. If now w’c were to regard 
as leaf that part of the member of 
a Lemna which stands above the 
position of formation of the lateral 
members and roots (F in Fig. 168), 
and as shoot-axis the portion which 
lies behind this (5 in Fig. 168), we 
should not get rid of the fact that 
the two are not differentiated one 
from the other. According to my 
view, the Lemnaceae retain a con¬ 
dition which is otherwise found only 
in seedling-plants, just as Phylloglossum retains in the formation of its 
tubers a feature of formation of organs that is limited to the germ-plant 
in Lycopodium inundatum and L. cernuum, and to the ‘ adventitious 
shoots ’ resembling those in L. inundatum. This view appears to me to be 
at the present time the most natural one, even though it may appear a heresy 
to the older morpholog>'. 

Transition between Leaf and Shoot. 

I have frequently said that the behaviour of Utricularia is of special 
interest in the general consideration of the formation of organs, and I must 
now say something about it:— 

Lentibulariaceae. Utricularia belongs to the family of the Lentibu- 
lariaceae, all the genera of which are insectivorous. Pinguicula shows the 
normal differentiation of the vegetative body of Spermophyta, namely, root 
and leafy shoot. The other genera are rootless. The function of the root 
in Genlisea' has been usurped by the highly remarkable tubes which at the 

I Goebel, Pllanzcnbiologische Schildcningen, i! (1893)« Biologic von Genlisca, in Flora, 

Ixxvii (1893), p. 2 o8. 




Fig. 168. Lemna trisulca. i, st ^ment separatcO and 
Sfcri from below; \l\ roo^. ir, a like so^ent from 
above. For ihc explanation see the (ext. MagnlCed. 
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same time serve as insect-traps, and they pierce the substratum just like 
roots (Fig. 169). There can be no doubt that these tubes are transformed 
leaves. In Polypompholyx, and some few of the species of Utricularia which 
live on land, we find the following formation of organs :— 


Utricularia Hookeri. As an 
example I shall take the West 
Australian Utricularia Hookeri * 
(Fig. 170). A radial shoot pro¬ 
ceeds from the seed and ends in 
an inflorescence. This shoot, apart 
from the leaf-structures of the 
flowers and the bracts, bears the 
following organs:— 

(rt) foliagc-li'avi's, 

{b) tubes (tubular leaves) which 
end in insect-traps (bladders), 

(c) elongated, but unbranched 
and non-tubular, thin structures 
rc.scmbling roots, which we shall 
call leaf-roots or rhizoids. 

The leaf-roots enter the moist 
soil like the tubes: the foliatrc- 
leaves raise themselves above this. 
Here then the double function of 
trapping animals and of anchor¬ 
ing and absorbing water for the 
plant, which is performed by the 
tubular leaves of Genlisca, is dis¬ 
tributed between two organs, the 
tubes and the leaf-roots. These 
stand near one another; they are 
both transformed leaves. The stalk- 
portion of the tubular leaf resembles 
very much the leaf-root, and not 
infrequently there is found at the 



Fig. i<>q. Gcnlist'a violacca. t, sreUling with threv 
P\^ first foluge-kaf; 5 , iticipiciit tubular leaf* 

root-hair. 3^ older seedling 
which has formed a number of folia^o leaves, and two 
tubular loaves, .^1 which have picrccil the soil; 
terminal inflorescence. the same seetlling; older. A 
second inflorescence is developing at the base of the fi^^t 
one. 4. portion of an inflorescence with vegetative shoot 
the youn^ twoarined tubular leaves point downwards 
natural sire. The others ina^^nified. 


end of the stalk an elongated leaf-structure, which one might at first 
mistake for a leaf-root instead of a tube^ (Fig. 170). Now the trans¬ 
formation of leaves into tubes is known elsewhere, it is therefore not specially 


For the relationships of configuration in Utricularia, .ee Goebel, Der Aufbaii von Utricularia 
in Flora. Ixxii (1S89); id., Morphologiscbe und biologische Sludien: V. Utricularia. in Annnlcs du 
Jardin bot.aniquc dc Brntenzorg, ix (1891); id., Pflanzenbiologische Schildeiungen, ii (tSoO The 
siraply organized Utncnlwia Hookeri was unknown to me at the lime of my earlier investigations 
In Utncniaria vulgans also the tube occasionally appe.-irs at the end of the first leaf in ihe 
mg. See Goebel, Pflanzenbiologische Schilderungen, ii (1895), p. 141, Fig. 43. 
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remarkable here. Leaf-roots are, however, unknown outside the eenus 
Utricularia, but they do not always differ very markedly from the lei)es of 



UtricuIariaHookeri; they 
retain for a much longer 
period the apical growth 
which is present at first 
in the leaves although 
only for a short time, and 
they remain smaller than 
the foliage-leaves, and in 
this exhibit a character 
seen elsewhere in organs 
which do not come to the 
light. But in other species 
of Utricularia we find the 
organs which correspond 
to the leaf-roots in Utri¬ 
cularia Hookeri develop¬ 
ing into stolons with un¬ 
limited growth, upon 
which are produced the 
bladders, the foliage- 
leaves the inflorescence, 
and other lateral shoots; 
—they thus lose entirely 
the leaf-character. 

Utricularia coerulea. 
In Fig. 171, II, we have an 
illustration of this in Utri¬ 
cularia coerulea. At the 
base of the inflorescence 
there are no foliage-leaves, 
but only organs, K, cor¬ 
responding to leaf-roots, 
and with them are 
branched stolons which 
bear leaves, b. The leaf- 
roots may pass over into 
stolons,and again between 
these stolons and the foliage-leaves there are found in many species 
all transitions, of which I have before now given many examples. 


ViG. 170. Utriculam Hookeri. Flowering-plant showing the sub¬ 
terranean parts <iissectc«l out; L, foliage-leaves, all shaded for the sake 
of distincijon; •S', lubes; y?, leaf, roots; Sj, young tube at the end of a 
leaf-root; z marks where the ends of these ha\*e been cut off. Magnified 3. 
A portion, three centimeters long, has been cut out of the scape. 


^ These turn their under-surface to the apex of the stolon, and, consequently, axillary shoots 
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The leaves in many species are marked by an extraordinary power of 
reproduction; stolons,even new leaves, may spring from the leaves (Fig. 171, 
/). The stolons themselves may become claw-like anchoring-organs, as 
in Utricularia neottioides, or tuberous water-reservoirs. In brief, wc may 
say that the ordinary scheme of formation of organs is jumbled here. 

Examination of the germination and a comparison of the history 
of development have given us the starting-point of all these mar¬ 
vellously varied relationships. The seedling-plants^ in most of the inves¬ 
tigated species have retained the behaviour which Utricularia Hookeri 



Pjc. 171. A lUncubria affims. a leaf which has shol oQt a stolon ancj also a second leai, // Utricu* 
lana coerulca. Habii of a flowenn^plant. the flower somewhat withered. S. remains of seed-coat: foliace-leaves. 

inflorescence,^ but only leafy stolons, W, and leaf-roots, /C. 


shows throughout its life, that is to say, the tubes stand as transformed 
entire leaves on the chief axis, while we find them also in many other 
species on the leaves. Further, the stolons which arise on the seedling- 
plant resemble at first the leaf-roots, but afterAvards they branch in the 
way described above. 

The reasons for our regarding as leaves these organs which have such 

different configuration in the terrestrial species of Utricularia are briefly as 
follows:— 


I. The bladders. The leat-nature of the bladders is determined by 


of these leaves arise upon the side .away from the apex of the stolon, and this 
altogether opposed to an interpretation of them as being shoots. 

We shall return to these when speaking of the cotyledons, see p. J54. 


is a feature which is 
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comparison with Genlisea, as well as by the history of development and by 
the germination, and there are occasionally forms of transition between 
bladders and primary leaves h 

2. We saw that the stolons appear at different stages. We find all 
transitions between foliage-leaves and stolons, for instance in Utricularia 
longifolia, U. bryophila, U. coerulea, and others. 

3. Leaves and stolons are alike in their position on the shoot of the 
seedling, and we see, further, that stolons may also appear instead of the 

prophylls of the flower and the bracts of 
the inflorescence. 

It is therefore evident that the way 
in which the formation of organs in 
these species of Utricularia has come to 
pass leaves no room for doubt. 

The species of Utricularia which 
have been hitherto spoken about are not 
found in the European Flora. In it we 
only know of forms which live in water and 
have long, floating, distichously-leaved 
‘ shoots.’ Comparative consideration 
leads to the conclusion that these aquatic 
species are derived forms in which the 
shoot of the embryo does not develop ^ 
whilst a stolon grows into the ‘shoot’ of 
the plant and produces inflorescences, 
lateral shoots, and other parts, that is to 
say the same structures as we have seen 
to be formed out of the leaf-roots or 
leaves in the terrestrial species. The 

me icat. ijfst leal or bud, arisme ai , . y*TT.-i*4.u 

ihc lip of €1 lea Har remo veil from tlicapcxoAhe ^QU^tlC SpCCl 0 S Of UtnCUl^ri^ inCrClOrG 
Mem. One-half natural size. ^ . , . « « -i • _ t 

furnish us with the most striking example 
of a free-living leaf, although it has entirely thrown olT the features of the 
ordinary leaf. 

The remarkable protean organ which we find in Utricularia appears to me to 



Fig. i/Z. Adiantum Fclgcwortlii. Habit of 
bud-forminc loaf, by first loaf of bud, Sy arising at 


* If we start from Gculisea and compare iiiercwilh forms, such as Polypoctipholyx as ^\eU as 
Utricularia Hookcri, where transitions between bladders and stolons are to be found, we might come 
to the conclusion that the steps of the transformation were as follows:— 

I, Leafy plants with roots as in Pinguicula. 

a. Parts of the leaves are formed as tubes to penetrate the soil. The roots become re uce as 

useless organs. . . r ♦ k 

3. The stalk of the lube is partly formed into leaf-root, with arrest of the formation of tube, 

in Utricularia Hookeri and Polypompholyx. 

4, The leaf-roots become stolons which form the leaves and tubes. 

In the terrestrial form it makes an inflorescence. 
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be connected with the relationships of nutrition of the plant. I do not mean to 
say that the manifold variations of the formation of the organ arc directly conditioned 
by the relationships of nutrition, but Utricularia is, by its carnivorous habit, made 
independent of the substratum, and it can therefore, if the expression may be 
allowed, indulge its fancy in the same way as a rich man does. The fate of the 
poor is just like that of the ordinary plant—to be kept strictly to the iron fate of 
tlie requirements of life. On a former occasion’ I said that the Podostemaceae is 
a group of water-plants whose manifold configuration of vegetative organs cannot 
be referred back as an adaptation, but that living as they do in places whence plant- 
competitors and many animal- 
enemies are excluded, they can 
retain in great measure the forms 
that may arise through ‘sportsof 
configuration.’ In Utricularia it 
h.is not been the habitat but the 
relationships of nutrition which 
have given rein to the ‘ sports of 
configuration,’ and adjuvant 
tliereto are naturally the ‘ inner ’ 
factors, especially the prolonged 
apical growth of the large leaves 
of Utricularia which favoured 
their further development. 



Fig. 174- A<iianlum Edeeworthi. Origin of loaf^Uome lu<is, 
FiliCiQ6&8« The tr3nS“ apric«f kaf sovft from auovc; the apic^ cell has diviileil hy a 
, . . cro&S'wall; x, position at which the first leaf of the bud arises; 

fornicltion of leaves intOShOOtSi position of origin of the lateral Irafseries whe nce usually in a 

, , leaf the pinnukt develop. //, aju-x of leaf seen from the side; 

3 S WC find it in some ferns lett^rin^ the same. ///, apex of leaf in optical longitudinal 

Section ; X, divided apical cell; first leaf of the bud. fV, soine» 

whose leaves are characterized oJdcr stage than ///. r. apex of leaf in longitudinal section ; 

^ X, apex of the t»ud ^urrounded by scales; 6 , first leaf looking like 

by prolonged apical growth^ continuation of ihe motherdeaf; incipient root- /-/i' 

* ^ ^ liiehly tiiacnilied: fless liiehly rnaeinlied. 

must be added to the cases 

which have just been described. This transformation is by no means 
infrequent. I first showed it in Adiantum Edgeworthi (I'ig. 172), 
where, as in some species of Aneimia, for example Aneimia rotundifolia, 
also species of Asplcnium and other genera, we find the upper portion 
of the leaf prolonged into a flagellum, and at the end of this a new 
fcrn-plaiUlct (Fig. 173). It is clear that by this elongation of the leaf the 
plantlet produced upon it is widely separated from the mother-plant, in the 
same way as happens in the runner of a strawberry', and in the fern the 
young plantlet at the tip of the ‘ flagellum ’ is, as in the strawberry, already 
provided with the primordia of roots. The question now is, Does the new 
plantlet really grow out of the tip of the leaf} The formation of buds upon 
the leaves of ferns is a wide-spread phenomenon, and therefore we may 


Schildcrungcn, ii (1893^ p. 227. Rcmke has recenlly c.xpresse(l 
similar mcws regarding the interesting relations of configuration in Coulerpa. 
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have here as elsewhere a bud lai'd down near the tip h My investigations 
enable me to answer the question in the affirmative. The leaves of Adi- 
antum Edgeworthi show at their apex a two-sided apical cell, like the leaves 
of other Icptosporangiate Filiciiieae ^ and from it two rows of segments are 
formed. Preparations of the tip of the leaf repeatedly showed a stage in 
which this apical cell was divided by a wall at right angles to its bent side¬ 
walls (Fig. 173, 4 //), and thus two apical cells were produced, each of 
which approached in form that of the three-sided pyramid as it is found in 
the apical cell of the stem of many ferns, and one of them became the apical 
cell of the bud arising at the tip of the leaf (Fig. 173, //4 IV, V). The 
first leaf of the bud, however, does not proceed from the new vegetative 
point produced out of the tip of the leaf, but from a position near it upon 
the convex side of the mother-leafan unexpected phenomenon, but 
one with which we can find a parallel in the formation of the embryo, and 
in the apogamous origin of a fern-plant. The young plant soon forms endo- 
genetically the primordium of a root and then many leaf-primordia, and so 
it develops further; as its leaves repeat the process through which it arose 
there is created quite a small colony of plants through these ‘ wandering 
leaves. It is noteworthy that the elongation of the parent-leaf into a fla¬ 
gellum begins only after the formation of the bud. The case is analogous 
with that of the roots of the Filices, in which, as we have already seen^, the 
transformation into a shoot may be supposed to take place, speaking theo¬ 
retically, by the pushing up of the otherwise lateral formation of the bud to 
the tip of the root; there would be here also not a transformation but 
a terminal nciv formation. 


IV 

CONFORMATION OF THE VEGETATIVE ORGANS 

IN THE EMBRYO 

MORPHOLOGICAL DIFFERENTIATION OF THE EMBRYO. 

The egg is originally a simple cell. It becomes the embryo by dividing 
into a cell-body. Numerous investigations during the last ten years have 
made known the connexion between the arrangement of the division-walls 


* A consideration of the matnred condition gives no clue to the point of origin of the bud. 

* See p. 316. 

® The early inception of this leaf which precedes all those home upon the bud itself may be 
explained biologically : it is developed early because it is required to bring food-material to the 
bud. An examination of the older stages (Fig. 173, F) might lead one to consider it as a continua- 
tion of the leaf tipon which the bud sits; it is formed, however, undoubtedly to the si e o t ^ 
original leaf-tip. * Sec p. 22S. 
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and the primordia of organs, and the differentiation of tissues. We may 
well say that the results of these investigations have not been proportionate 
to the trouble that has been expended upon them, in so far as only little of 
general significance has come out of them. On this ground therefore 
a discussion of the details will not be attempted here ; I shall only try to 
state shortly some general considerations. 

In the first place two cases must be distinguished ;— 

1. Where the whole of the cell-body which is derived from the egg 
becomes devoted to the formation of the embryo. 

2. Where only a portion of this cell-body is used for the embryo, another 
portion serves either as the foot or the snspetisor to bring the embryo into 
the most favourable conditions for nutrition, and after it has done its work 
dies off h We shall discuss the relationship of the nutrition of the embryo 
of the Spermophyta in a special chapter, we shall deal at present only with 
the morphological features. 


A. PTERIDOPHYTA. 

Filicineae. One is often inclined to consider the development of 
the embryo in Filicineae as ‘ typical ’ of the other Pteridophyta; it is, how¬ 
ever, not ‘ typical.' In judging of the embryo of Filicineae one must not 
forget what is, however, often neglected, namely the biological relationship. 
In the prothallus there is but a small amount of reserve-material laid down 
relatively to what is the case in the Ophioglossaceae and most species of 
Lycopodium, and the capacity for assimilation of the prothallus cannot be 
very great on account of its small size. The young fern-plant must there¬ 
fore become independent at an early period. In correspondence with this 
the several organs are differentiated from one another at an early period. 
It is characteristic of the embryo that there arise indepcndeutly of one 
another: (1) stem-bud, (2) one cotyledon—so called because it does not 
arise like the later leaves out of the stem-bud, (3) first root, and (4) foot— 
a suctorial organ or haustorium, by means of which the embryo, when it has 
burst through the archegorjium, can absorb the food-material that is in the 
prothallus, and which also serves to fix the embryo before the root has 
bored into the soil. The position in the embryo where these organs are 
formed may be early discerned. The embryo (see the scheme in Fig. 175, /) 
divides into octants, of which one furnishes the stem-bud, two others the 
cotyledon—or a third may give a second cotyledon—one the root, and the 
rest are devoted to the foot. It would be an error to assume that with 
the first divisions a material differentiation proceeds in the embryo. The 
regular sequence of cell-division permits us only to trace relatively far back 
the positions occupied later by the primordia of the organs. The embryo is 

^ Both/«/ and mspemor may occur in one and the same plant, for example in Selaginelia. 
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at first, even after formation of the octants, still composed of essentially 
similar cells in which \.\\tn gradually a difference in construction appears. 
All Filicineae, as it appears, are alike in essentials, but in the Marattiaceae 
it is difficult to trace back the single organs even to the octants, and it has 
not been achieved yet in Botrychium. 

Isoetes. In this genus a vegetative point to the stem is not recog¬ 
nizable after the differentiation of the root and the cotyledon ; it only 
becomes conspicuous later, and the feeble formation of leaves in the embryo- 
plant is probably connected with this. 

Equisetum. The development of the em¬ 
bryo is in essentials like that of the Filicineae, 
but the formation of the leaves in the embryo is 
delayed. It takes place, as in some Lycopodia 
which germinate underground, only to form a 
protection to the apex of the shoot. 

Lycopodineae. We have in this class both 
monocotylousand dicotylous embryos. The former 
are found in Lycopodium Selago, L. inundatum 
(Fig. 140, 3), and L. cernuum, as well as in allied 
forms. The latter are found in L. clavatum and 
L. annotinum. The difference may perhaps be 
connected with the life-relationships, as hypogeous 
germ-plants require to have the apex of their stem 
more protected by the formation of leaves than do 
the epigeous. Selaginella (Fig. 174, B) has two 
cotyledons. The embryo of Selaginella spinulosa 
has no haustorium (foot) according to Bruchmann. 
The embryos of the Lycopodineae which have been 
examined, have a suspensor (Fig. 375. /F, Et), and 
recall in this the features of Spermophyta The 
reference of the organs back to single cells in 
the young embryo is, in most cases, impossible here. 

B. Spermophyta. 

It is not my intention to review in this book the well-known facts of 
embryogeny. I did this some years ago’, and there is the less necessity to 
repeat here what I then said, as there is nothing fundamentally new to 
add to it. I shall therefore only shortly touch upon the most important 
phenomena:— 

I. The embryo of the Spermophyta consists in typical cases of a root 

^ Goebel, Vergleichende Entwicklangsgeschichle der Pflanzcnorgane, in Schenk's Handbnch der 
Botanik> iii (1884). 



Fig. 174. SelaginHU 
ciiJata. mature plant 
gemi'plant attached to the me¬ 
gaspore and showing two foli¬ 
age leaves above the two coty- 
legions. Magnified. After 
Bischoff. Lehrb. 
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and shoot. The shoot having one or more cotyledons is divided into the 
vegetative point of the shoot, and the hypocotylous segment of the stem 
prSonged into the first root. The inception of the root may take place m 
some cases, for example in Gramincac, in such a way that practically there 

is no hypocotylous segment of the stem. 

2. These organs arc laid down independent!)' one of the other, and 
the cotyledons do not arise at the vegetative point of the shoot. The vege¬ 
tative point of the shoot is not visible in many embryos within the seed. 



Fic. 175. of orientation of or;».ins in ilir cn>brvo of Ptendophyta. In ttic fij^res i .S*, of stem ; Fy 

and/, haustoriunnigyi); C*‘,coiyl<*<lon ; tv, root; AV, suspmsor ; A, archegonium ; //, hvpocolyl. 7 . Homosporous 
lemosporan^iate Filicinrav. Youni; cinbryo within thr atchrjjoniat venter. //, Botrychium virginianum. The 
uliole lower portion uf the vinbryo becomes UaustoruMn, the j.tein ancl the root proceed from the upper half. ///, 
Lycopodium eJavatum. /f' Selagintdla. Th*- hn\c been constructed by the help of 6gure$by Jeffrey in 

the ca>c of 74 by Oruchtnaim for T/I, l»y Pleffer lor 7 / 

nor is it )'ct visible in the formation of the first leaves in many of the 
Monocotyledoncs *. 

3. The differentiation of the organs may at most in some cases be 
carried back to definite cell-divisions in the embryo, but here we must 
remember what I have already said regarding the Filicineae that the actual 
separation of the organs begins only late, even although the arrangement of 
the cells allows of the position upon the embryo where they will arise being 
recognized at an early period. ‘ We know no more than this, that one 
portion of the embryo which is turned to the micropyle will become the 

* We may, as I have alre.idy said (Vergleichende Entwicklungsgcschichte der Pflanzenorgane, in 
Schenk s Handbuch dcr Botanik, iii (i 884)), consider it indeed as existing, and of a few cells not 
visible externally. The necessity, however, of such an assumption does not seem to exist. See p. 235. 
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root, whilst the cotyledons in the Dicotyledonesand the Gymnospermae are 
lateral sproutings of the embryo, and in Monocotyledones the cotyledon is 
apical, although not always so’.’ This tallies with what I have so often 
said, that a differentiation of the primarily similar cells of the embryo takes 
place or\\ygradually. 


ORIENTATION OF THE ORGANS IN THE EMBRYO. 

The arrangement of the organs in the embryo, especially the relation¬ 
ships in space of the root, the cotyledon or cotyledons, and apex of the 
shoot are not the same in all vascular plants. The question what causes, 
external or internal, determine these positions, has often been asked, but 
not so far as I can see, the question of how far the arrangements stand in 
connexion with the relationships of life. In the first part of this book 
I have explained ^ that external forces do not come into consideration in the 
arrangement in space of the parts of the embryos, therefore we have here 
only to consider internal factors, and we may say generally, root^ shoot, and 
haustoriuni arc laid doivn in the positions that are the most beneficial for 
their function. 


A. PTERIDOPHYTA. 

Amongst the Pteridophyta we have to consider separately the forms in 
which there is no suspensor in the embryo, and the forms in which one 
exists. When the suspensor is developed there is in consequence of it a 
polar differentiation, and the end of the embryo which is turned away from 
the suspensor is the shoot-pole. 

{a) FORM.‘^ WITHOUT A SuSPENSOR. Filicineae. A scheme of the 
lie of the parts in the embiyo of Filicineae is given in Fig. 175, /. 
We find the following organs:—primordium of the vegetative point 
of the shoot, S, the haustorium, F, the cotyledon, Co, the root, W. The 
archegonium in which the embiyo is formed, stands upon the under 
side of the prothallus: it is clear then that the haustorium, F, which 
takes the nutrition from the prothallus, must be turned towards the 
prothallus ; the root, W, will most easily pierce the venter of the arche¬ 
gonium when it lies towards the downwardly directed side of the embryo; 
the vegetative point of the stem, S, if it were not already upon the upper 
side, must reach this position by curvature; the cotyledon, Co, aids in the 
breaking through of the accrescent venter and adjacent tissue of the arche¬ 
gonium, and therefore its position must be over against the root. How in 


* Goebel, Vergleichende Eotwicklungsgcschichtc der P/laoicnorganc, 
Botanik, iii (1884), p. 171. 


in Schenk’s Handbuch der 
» Sec Part I, p. 219. 
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the horizontal floating megaspores of the Marsiliaceae these positions arc 
reached by the ‘ torsion ’ of the first division-walls of the embryo has been 
explained before'. If we compare now the formation of the embryo of 
Botrychium- (Fig. 175 ,//), we find that in it the shoot and root botli 
proceed from the upper part of the embryo. Were the root to originate 
below in this case, it must either undergo curving, or pierce through the 
tuberous body of the prothallus, 

Isoetes. In Isoetes, whose megasporc germinates, not in the hori¬ 
zontal, but in the upright position, that is to say with the neck of the 
archegonium upwards, the root and shoot arc laid down in the upper part of 
the embryo as in Botrychium. 

(^) Forms WITH A Sust’ENSOR. Lycopodium. Lycopodium clavatum 


(Fig. 173 , ///) and L. annotinum'' 
may be taken as examples. The 
embryo is provided with a suspensor, 
Et, which gives it therefore a polar 
differentiation. The suspensor sub¬ 
mits at an early period to a curvature 
which brings the apex of the embryo 
upwards (see also Selaginella). In 
an old embr>’o we find on the lower 
side a massive haustorium, around 
which lies the nutritive material. On 
the upper side we find the apex of 
the stem, 5, and laterally the root. IF. 
The bud of the stem, which must 
rise up out of the earth, is here 
covered by the primordia of many 
leaves. The inception of the root 
takes place relatively late, because 
the tuberous prothallus which is rich 



FjC. 176. Sciagiftclla Miriensii. Pemak pro- 
Ihallus, pr^ projecting; from the rupiund wall, of 
tlic mceaspore ; ar sterile archoj^onium ; emb\, 
two embryos cntbeOdH in tlic iivsuc or (be protliallus ; 
«•/. ft, susprnsors. 1^4. Adiusled after 

Pkffor. U<*hrb. 


in reserve-material permits of the embryo remaining independent for a 
relatively long time. 


Selaginella. Fig. 175, / T, shows a germ-plant which has broken 
through the thick wall of the megaspore surrounding the prothallus, both 
by its hypocotylous segment, //, and by its root, W. This has taken place 
at the position where the thick episporium has been ruptured by the pro¬ 
thallus. The arrangement resembles somewhat that of Isoetes, but is 


' S« Part 1 , p. 3 20. 

* See Je 0 rey, The Gametophyte of Bolr)chi«m vi^iniamim. Studies from the University of Toronto 
Biological Scries, 1898. 

’ See Brachmann, Uber die Prolhallien und die Keimprtanzen mchterer europaischer Lvcopodien 
Ootba, 1898. ' ^ * 
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brought about really in quite a different way. As Fig. 176 show.s the 
embryo is pushed into the prothallus by the suspensor, et. The apex of 
the embryo forms the shoot-portion which curves, cmk., so that the point at 
which the thick megasporc, spm, is ruptured, is reached. The root, IF {Fi-r. 
175. is laid down relatively late when the embryo is already bent at 
nearly a right angle to the suspensor, and then in such a way that it at once 
is in the most favourable position for reaching the ruptured portion of the 
wall of the megaspore, that is to say. it is laid down in a nearly horizontal 
position. Selaginella is also of interest, inasmuch as in it the root, at least 
subsequently, falls fairly accurately in the long axis of the hypocotylous 
segment of the stem ^Fig. 174. . 5 ), a feature in which it differs from all 
other Pteridophyta, and which gives it a striking resemblance in habit to 
the seedling of the Dicotyledones. 

R. Spermophvt.\. 

In this group the polar differentiation of the embryo is established 
from the beginning, as it is in the Lycopodineae, because the fertilized egg 
is fixed in the embryo-sac on one side and usually by a suspensor^. The 
end of the embryo-sac to which the embryo is fixed, is that next the 
micropyle, and the side turned away from this becomes the shoot-pole of the 
embryo. The root arises on the micropylar side. This is of advantage, 
as in most Spermophyta the root (including the hypocotyl) passes out 
through the micropyle. Water is necessary for this, and the micropyle 
serves as one of the points of the seed-coat through which the entrance of 
water can be most rapidly effected. The arrangements for the nutrition of 
the embryo in the seed will, as I have said, be discussed along with the 
details of the formation of the seed, in this place I shall only describe the 
configuration of the embryo in the seed. 

In the Pteridophyta the development of the fertilized egg proceeds 
uninterruptedly ; there is no resting period interposed. But in the Spermo¬ 
phyta the embryo, with only a few exceptions, which will be presently men¬ 
tioned, experiences either sooner or later an interruption of its development 
which is only resumed in germination. The degree of development which the 
embryo has attained at the moment when the seed is ripe varies, and has 
relation both to the amount of differentiation, that is to say, to the kind 
and number of the organs in general, and to the transformations which 
are associated with the deposition of the reserve-material in the embryo. 

I. DIFFERENTIATION OF THE EMBRYO. 

A * normal ’ embryo consists of root and shoot, the shoot exhibiting 


^ It is really laid down laterally. 


* Sec Part I, p. footnote. 
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a cotyledon or cotj-lcdons, an axis, and a vegetative point upon whicK 
there may often be found primordia of leaves. In this form the embryo 
is ready for germination. Hut deviations from this nattirali}' raise the 
question—Why should these be ? 

I. Incomplete Embryos. In a number of plants the embryo is an 
undifferentiated cell-mass at the moment when the seed falls from the mother- 
plant. We must regard it in this state as a retarded formation, and it is 
correspondingly small. We may recognize two groups amongst these 
incomplete embryos:— 

1. That in which the retardation lasts for a relatively short time and 
the embryo develops further in the seed after its fall. We have here a kind 
of after-ripening such as takes place when seeds are artificially plucked 
from the mother-plant. 

2. That in which the incomplete formation of the embryo persists 
during the whole period of quiescence of the seed up to the moment of 
germination. To this group belong a number of saprophytes and parasites, 
as well as a number of other plants. 

(rt) Embryos temporarily retarded toithin the seed. In order that w e 
may see how far this is a biological group we must consider a number of 
individual cases:— 


A. DICOTVI.KDONES. 

Eranthis hyemalis. Baillon' has briefly said regarding this embryo ‘ it h.as 
long been known that the mature seeds do not contain an embryo.’ How tlicn 
does the plant maintain itself? ‘I'hat no visible embryo exists in a ripe seed is, 
however, improbable, and as a matter of fact the embryo in the ripe seed of 
Eranthis hyemalis is a cell-mass like that which we know in other Ranunculaceac 
and elsewhere amongst dicotylous plants at the stage of development preceding 
the laying down of the cotyledons; that is to say, the embryo is no longer 
quite spherical but somewhat flattened at its anterior end. It is so small that it 
may be easily overlooked in a casual examination. 

Ranunculus Ficaria. Ranunculus Ficaria behaves in exactly the same 
manner. It would be superfluous to descril)e here the embryo of this plant, for 
this has been already so well done by Hofmeister • and Hegelmaier'. Hofmeister 
says that the embryo in the matured seed has a spherical form, whilst Hegelmaier 
states that it is arrested in the stage preceding the laying down of the cotyledons. 


‘ Baillon, Snr I’embryon et la tjermiiiaiion des i>rai»cs de I'Eranthis hiemnli$, in Bulletin de l.a 
Sociele Linneenne de Paris, No. 2, sconce <lu j juin (>. 14. 

* Hofmeister, Neuere Beobochtungen iiber Embryobildung der riianerocainen, in Prinesheinrs 
Jahrbucher.i(i858), p. 83. 

* Hegelmaier, Vergleichencie Untersuchung iiber Entwicklung dikotyledoner Keime, Stutt-art, 

i8“8. ^ 
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He did not succeed in causing seeds to develop further in a chamber, but this 
takes place not infrequently in nature’. 

Anemone. The features exhibited in the genus Anemone® are interesting. 
The embryo is sometimes dicotylous, sometimes acotylous, as in the sections 
Sylvia and Hcpatica. The size and degree of development of the embr>'o varies 
even in one and the same plant. In Anemone trifolia the cotyledons are occa¬ 
sionally developed; usually the embryo is a spherical unsegmented body, as for 
exam[)Ie in Anemone nemorosa, A. ranunculoides, and A. Hepatica; the Pulsatilleae 
have a small dicotylous embryo. Germination takes place in them only in the 
year following the formation of seed, although the root breaks through the pericarp 
commonly m the autumn of the preceding year. 

Fumariaceae. In Corydalis cava® and C. solida* it is known® that the 
embryo which is only a small undifferentiated cell-body in the seed at the time of 
its fall develops further in the course of the summer and autumn, and when 
germination takes place the seedling bears, as in the case of Ranunculus Ficaria 
and Anemone apennina*, only one cotyledon. 

Stylidiaceae. The species of Stylidium ® which liave been examined have an 
undifferentiated embryo without any indication of cotyledons and root. 


B. MONOCOTYLEDONES. 

That an undifferentiated embryo without any indication of cotyledons 
and root may occur in Monocotyledones was pointed out fifty years ago 
by Hofmeister *, but his observation appears to have been overlooked. 
Speaking of 

Gagea arvensis he says:—‘ The embryo forms an ovoid cell-mass. When its 
formation has proceeded so far that it shows in the direction of its longitudinal 
axis twenty-four cells and in its small axis twelve cells, the walls of the cells of the 
endosperm which for some time have closely invested it . . . begin to show a 
thickening, the cells of the embryo become filled with granular material and lose 
sap—the period of ripening of the seed is entered upon. Gagea therefore furnishes 


* See Innisch, Beitrage zur verglcicheoden Morphologic der Pflanzen: I. Ranunculus Ficaria, 
Halle, 1854. 

® Jaiiczewski, Htndes morphologiques sur le genre Anemone, in Revue do Uotaniquc, iv (*892), 
p. 241. 

* BiscbofT, Beobachtungen iiber den eigentbiimlichen Gang des Keimens und der EiUwicklung der 
Knollen bei Corydalis-Arten, in Tiedemann et Treviranus, Zeitschrift fur Physiologic, iv (1831). 
BischofT could not find an embryo in the ripe seed, it only became evident towards the end of August. 

‘ Irmisch, Ober eiiiige Fumariaceen, in Abhandlungen der natnrforschenden Gesellschafl zn 
Halle, iv (i860); Hegcimaier, Vergleichende Untersucbungen iiber Entwicklnng dikotyledoncr 
Keimc, Stuttgart, 1878. . ^ 

* Hofmeister, Neuere Beobachtnngen iiber Embryobildung der Pbanerogamen, in Pringsbeim s 
Jahrbiicher, i (1858), p. 83. 

‘ See Janczewski, op. cit., p. 296. 

’ Bums, Beitrage zur Kenntniss der Stylidiacecn, in Flora, Ixxxvii (1900), p. 354. 

' Hofmeister, Die Entstebung des Embryo der Pbanerogamen, Leipzig, 1849, p. 43 * 
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the interesting example of a plant of which wc can scarcely say that it is nourished 
only from organic material . . . and whose embryo—like that of Orchis although 
composed of more cells, not to mention the embryo of Monotropa which is never 
more than i lOo'" in diameter—consists of a homogeneous cell-mass and at the 
period of ripening of the seed possesses none of the vegetative organs (terminal 
bud. rootlet, and cotyledon) which we meet with in tlie majority of Phanerogams. 
The seeds of Gagea lutea which I examined ripened at the end of May, at which 
time the leaves had passed out of the condition of active life. '1 he embryo to 
which the upper portion of the suspensor is attached is an ovoid body, which in 
one carefully examined case had a length of 0 26 mm. and a breadth of o-ty mm. 
In its lower third a shallow pit was visible marking the [)Osilion of the vegetative 
point of the shoot or that of the verj’ slightly conspicuous cotylar sheath. The 
formation of the root was scarcely visible. The embryo was altogether more 
differentiated than was to be e.xpected after Hofmeister’s statement, but it was still 
incomplete. I did not examine into the question of when its further development 
began. 

Of other Monocotyledones I may mention :— 

Paris quadrifoUa. The embryo of this plant is figured by Gaertner as 
a small undifferentiated body, but at germination it is normally developed. 

Erythronium Dens-canis. The embryo of Krythronium Dens-canis is said 
by Irmisch' to be a spherical body pointed at the root-end. 

Hymenocallis speciosa. A. Hraun’ describes the embryo of the amarylli- 
daceous Hymenocallis speciosa as spherical and scarcely a third of a millimeter in 
diameter. 

Crocus vernus. In Crocus veriius 1 found complete embryos, and in the 
cotylar pit was developed the primordium of a second leaf. 

Scilla sibirica. Scilla sibirica has an embryo which is further developed 
than that of Gagea, and possesses a deeper pit of the cotylar sheath. 

There are, as will be seen, all stages of transition from complete to incomplete 
embryos, and in the former before the germination a further development of the 
organs that are laid down is initiated. 

C. CVMXOsl’EkNJAE. 

I will only mention here the cases of Ginkgo biloba and Gnetum. 

Ginkgo biloba. In Ginkgo fertilization, and consequently the development 
of the embryo, takes place in fallen seeds. 

Gnetum Gnemon. In Gnetum Gnemon * the primordium of the embryo has 
been formed at the time when the seed falls, but it only develops further at a later 
period. 


Irmisch, Beitrii^c zur vergleichendcii Morphologicdcr I’ilanzcn; IV. i. Krythronium Dens-canis, 
Halle, 1863. 

* A. Braun, Ober Polyembryonie und Keimung von Coelebogync, in Archiv der Berliner 
Akademie, i860, p. 17a. 

’ Lotsy, Contributions to the life-history of Gnetum Gnemon, in Annales du Jardin botanique do 
Bujlenzorg, xvi (i89<)), p. 46. Literature is cited in (bis paper. 
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I mention these two cases here but remark at the same time that I would 
urge care in the consideration of what is said regarding them, because the proper 
reIationshi[)s of the formation of the embryo to the life-conditions can only be 
obtained in the natural home of the plants. 

From the examples which have been cited it may be gathered that the 
behaviour of the embryos of which I am speaking is no exceptional one. 

About die causes which bring it about we know really nothing, although 
various conjectures may be advanced. The most evident is that the 
optimum of temperature for the development of the embryo is higher than 
that for the formation of endosperm, and that between the two there is 
a consequent correlation. One might also suggest that there was some 
correlation in the relationship between the formation of seeds and the de¬ 
position of reserve-material in tubers, bulbs, and rhizomes, and this has been 
established in some plants’. But as the seeds are provided in the endo¬ 
sperm with all the necessary material which is subsequently required 
for the complete formation of the embryo such a relationship is less 
probable. 

Another question that arises is, Can we give a biological explanation of 
this embryogeny? 

I have elsewhcie- pointed out that perhaps a relationship to external 
factors may be recognized. Most of the plants exhibiting the features in 
question are ‘ spring-plants which have but a short period of development 
and this occurs at a time when very few plants arc strongly developed and 
the foliation of the trees in the wood is not yet thick ; it therefore must 
give them an advantage over other plants. Teleologically considered it is 
of importance for them that the duration of the development of seed upon 
the mother-plant should also be shortened. The mother-plant provides 
the seed indeed with endosperm, but the further development which usually 
goes on upon the mother-plant during a long period takes place here in the 
seed after it has fallen.’ That the slow development of such seeds with 
incomplete embryos brings it about that they germinate only at a late 
period, and at a time which falls in with the normal period of development 
of the plant, favours their obtaining proper conditions for germination 
and must not be overlooked^. The seeds of Eranthis, for example, 
always germinate, favourable conditions being supposed, in February or 


' Sec the lileratnre cited in Part I, on p. 213. 

* Goebel, Pfl.inzenbiologische Schildeningen, i (1889), p. u8. 

’ Spring plants which vegetate far into the sammer, like Chrysospleninm altemifoliuro, Symphytum 
bulbosum, I’ulmonaria, and others, and form also their seeds slowly, have complete embryos so far 
as I know. 

* Haberlandt, Schutzcinrichtung der Keimpflanzen, Wien, 1877, p. 50, expresses himself in a like 
sense regarding Eranthis. 
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March, and therefore it nnust happen that the stage of deveiopment in which 
they are capable of germination is reached only after sowing and dining the 
process of ripening of the seed. The like may be said ot the species of 
Anemone, the complete embrj'os of which germinate after some weeks, but 
the incomplete ones only in the spring after sowing. I think, however, that 
the shortening of the development in relation to ev olution of the plant in 
spring is the more important. On the one hand we see in not a few plants 
that the development of the embryo takes more time really than does that 
of the endosperm. On the other hand it is questionable if any injury would 
accrue to a plant of Hepatica or of Lcucojum if its seeds, in this case 
provided with complete embryos, were to germinate in the summer after 
their formation. 

The Stylidiaccac also have only a short vegetation period before the 
dry period in which they rest, and perhaps in other plants of their habitat 
and other physiologically analogous districts similar relationships might 
be found. 

(^) Embryos incomplete up to the Time of Germination .—In this 
category we include a number of plants which so far as I can see possess 
only one common biological character—they have small seeds:— 

Juncus glaucua. Juncus glaucus and perhaps other species of the genus 
are illustrations'. Embryos removed by pressure from the ripe seeds show that 
the stage of development reached by them, especially with regard to the primordium 
of the root, is not the same in every case. The cotylar end is easily distinguished 
by its larger cells and greater thickness from the other. A deSnitely limited 
vegetative point of the shoot is not visible, yet the embrj’O which has already 
reached its full length is more developed than is that of most of the Orchideae. 

Orchideae. Amongst our endemic Orchideae the embryo is an ovoid cell-mass 
in which there is no differentiation of cotyledon, of bud of the stem, or of root, and 
the meristem is only present to this extent that a layer of dermatogen which is not 
always sharply limited covers the embryo. On the other hand Treub has found 
in Sobralia macrantha both the cotyledon and the bud of the stem at least indicated 
in the embryo. The primordium of a chief root is never found in the embryo nor 
does it appear even in germination ^ the lower portion of the embryo which is not 
differentiated into hypocotyl and root swells up into a tuber and becomes fastened 
to the soil by a number of root-hairs, whilst from the apical part the cotyledon 
proceeds. Epiphytic Orchideae which have been examined show like features, 
and divergent statements regarding the vegetation of terrestrial Orchideae appear 
to me to be untrustworthy, because when the apical cotyledon is relatively small 


* Cladiom Mariscus behaves in an analogous way, see Didrichsen, Om Cyperaceems Kim, ii, in 
Botanisk Tidsskrift, xxi (1897-8). Schoenus nigricans has a similar embryo. 

’ See p. J32. 
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and the lower end of the embryo large and swollen, the appearance may readily 
suggest that the origin of the bud of the stem is terminal, as has been often 
asserted. The embryo of the Orchideae is then to be regarded as a simple 
retarded form of the ordinary monocotylous embryo whose apical portion develops 
subsequently into the cotyledon. 

Dicotylous saprophytes. Most of the Orchideae are humus-plants, and it is 
noteworthy that dicotylous saprophytes, such as the Pyrolaceae, the gentianaceous 
Voyria, and others, show a reduction of the embryo like that of the Orchideae. 
In Monotropa the embryo has but nine cells*. The germination of the seeds of 
these dicotylous saprophytes is unknown. It takes place only in the presence of 
very special surroundings. Probably the fungi which are found in the roots in 
symbiosis arc essential. The smallness of the seeds allows of a large number 
being formed, and thus the probability that one of the seeds at least will reach 
favourable conditions for germination is increased. 

Parasites. Many parasites show exactly the same condition. Incompleteness 
in the construction of the embryo is not necessarily associated with parasitism. 
The mistletoe, which is a chlorophyllous parasite, develops a large and well- 
constructed embryo, and the same is true of Lathraea which has no chlorophyll. 
In the parasitic Cuscuta the embryo is not only somewhat large and long, but the 
chief root is incompletely formed. It wants a certain portion of the tip of the root 
together with the root-cap, so that it appears as if it were unclosed. It does not 
require a greater differentiation, as in germination it functions for a short time only 
until the embryo-plant has been able to reach the host on which it fastens itself 
by means of its haustoria. The root then dies along with the whole lower portion 
of the embryo-plant, and the plant then becomes entirely parasitic upon the host. The 
embryo of Orobanche’ is even less formed. It is laid down like an ordinary 
dicotylous embryo, but it remains stationary at an early stage of development, and 
is represented in the ripe seed by an undifferentiated cell-mass. The same is true 
of other parasites, such as those of the Balanophoreae and Rafflesiaceae. 

Utrictilaria. Of non-saprophytic plants Utricularia has yet to be mentioned. 
The connexion of the differentiation of the embryo in this genus with the relationships 
of life of the plants is still unknown. We only know that the equipment of the embryo 
in the ripe seed is strikingly different in the different species. Utricularia reniformis * 
and U. Humboldti have green leaf-organs developed within the seed, and the embryo 
appears to pass through no period of rest in the seed and approaches in that way 
the case of the viviparous plants which are mentioned below. The other extreme 
is shown by, for instance, Utricularia montana, the embryo of which has no leaf- 
primordia within the seed. In others again, like Utricularia o^biculata^ these 
leaf-primordia are in the form of very small papillae which develop further in 


* Koch, Die Entwickluog des Samens von Monotropa Hypopitys, Linn., in Pringsheim’s Jahr- 
biicher, xiii (1882). 

» Koch, Uber die Entwicklung des Samens der Orobaneben, in Pringsheims Jahrbucher, xi 
(1878). 

* Goebel, Pflauzenbiologische Schildernngcn, ii (1893), p. 14^- 

* Goebel, op. cit, p. 146. 
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germination, and the embryo resembles so far that of other dicotylous plants in 
having only two such papillae; in some of the aquatic species of Utricularia a large 
number of these papillae appear. Utricularia amongst Dicotyledones exhibits 
this exceptional feature in its embrjo that the cotyledons, if one may speak of 
them by this name, differ from the primary leaves only by their position. 

II. Embryos of Viviparous Plants *. In those plant.s which have 
been desifjnated viviparous the relationship between the differentiation 
which the embryo attains to within the seed and the external conditions of 



Ciyptwryne eiliata. Development ol the seed, i ovule with yountj rmbryo in loneiiudinal 
tliad!5 iniKf«» ^ integument has formed a spongy tedy. the emWyo is slill within the embrjo-sac which ts 

similarly see?:! 4. s.-e 5 


life IS very clear. Strictly speaking we understand by viviparous plants 
only those in which the embryo germinates without any period of rest, 
and indeed within the fruit as it is attached to the mother-plant 

Mangroves. This is the case in mangroves, especially species of the genus 
Rhizophora, Bruguiera, and Ceriops. The embryo of these Rhizophoreae is 


WS Schilderungen, i (1S89). p. . .3. where the older literature is cited. 

gives the r«nU f Archipel. in Bibliotheca botanica. xxii (18911, 

g> e$ Ine rc$uU of a thorough investigation of the subject. ^ ^ 
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distinguished by the great development of a club-like or pole-like hypocotyl, 
reaching in many a length of over half a meter, whilst the embryo is still attached 
to the mother-plant. The cotyledons serve only as haustoria, absorbing for the 
embryo the plastic material supplied by the mother-plant. The embryo acquires 
by its configuration the capacity of fastening itself into the muddy substratum 
more rapidly than it could do were it to grow in this from the first, and, as 
Karsten rightly says', this is of special importance for plants of relatively slow 
development. Seeds of the species of mangrove which are marked by rapid de¬ 
velopment, for example Sonneratia acida, do not show vivipary, and the rapid 
development is favoured by the rich deposit of reserve-materiaP. The seedling of 
the mangrove falls with the tip of the root foremost into the mud’, and there roots 





Fig. 178. Crvptocoryne eiliata. Fi|^re to the left: seed, not quite tIm, in longitudinal section. The 
cotyledon, C, oftne embryo lies within the embryo>sac, the primary root, IV, ana the bud of the stem have developed 
outside it; y<, outer integument; Jt\ inner integument. Figure to the right: older embryo which has broken off 
from the cotyledon ; C point of attachment of cotyledon; Ik root 

very rapidly by means of a root-system, which spreads out laterally in accordance 
with the requirements of the environment, and does not produce a chief root. 
Avicennia forms, as it were, the transition amongst mangroves to the viviparous 
plants in which the fruit-wall is not bored through on the mother-plant; its 
seedlings are set loose, sometimes invested by the fruit-wall, at other times without 
it. They have stiff upwardly curved hairs upon their hypocotyl, and these serve 
for the first fixation in the mud. The embryos of Aegiceras grow out of the 
seed within the curved horn-like fruit, and fill the internal cavity of the fruit with 
their large hypocotyl 

Cryptocoryne eiliata. Amongst Monocotyledones analogous phenomena 

' Karsten, Ober die Mangrove-Vegetation im malayischeu Archipel, in Bibliotheca bolanica, xxii 
(1891), p. 38. 

- Goebel, Pflanzenbiologische Schildcrungen, i (1889I, p. 135. 

» Many also reach the water by which they are carried away and some of them may develop later. 

* Goebel, op. cit., Plate V; Karsten, op. cit» 
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are observable, for example in Cryptocoryneleaving out of consideration Crinum. 
The ovule of this aroid has two integuments, of which the outer grows, after 
fertilization has been affected, into a spongy mass of tissue (Fig. 177, i, a); and 
the further development of the embryo takes place in it. The under part of the 
embr) o, that is to say bud of the stem, hypocotyl, and root, grows out of the inner 
integument, and only the cotyledon remains as a haustorium in the endosperm 
(Fig. 178). The bud of the stem grows into a large body that produces many 
leaves, and is invested by only an extremely thin seed-coat; the embryo separates 
itself readily from the cotyledon (Fig. 17S, to the right), and is now rapidly 
equipped for further development. 

Vivipary in its different states is, as I have before now endeavoured to 
show, only a special form of the widely spread feature observable in the 
inhabitants of moist localities of the germ proceeding to further develop¬ 
ment without a resting period. We have seen this in the Hepaticae, whose 
spores germinate even within the sporangium ^ and in the two analogous 
cases of the Musci^. Also in the Filicineae, which inhabit moist localities, 
the spores are arranged for continuous germination and, as in the Hymeno- 
phyllaceae, the first stages of germination may take place partly within the 
sporangium ; on the other hand spores of the inhabitants of dry regions have 
always a resting period. The nutrition of the embryo of viviparous plants 
is facilitated from the side of the mother-plant by the presence of water. 
The peculiar form which the hypocotyl of the Rhizophoreae possesses, the 
arrangements for anchoring of the embryos of Avicennia and others, are, as 
we have seen, special adaptations to locality, and particularly for securing 
rapid fixation in the substratum. 

2. CHANGE OF CONFIGURATION OF THE EMBRYO THROUCM THE 

DEPOSITION OF RESERVE-MATERIAL. 

Characteristic changes take place in the embryo when large masses of 
material are stored up in it during the resting of the seed. 




In dicotylous plants the storage takes place commonly the cotyledons 
and the massive development of these relatively to the construction of the 
root and shoot is well known in the Papilionaceae. Cupuliferae, and other 
larnilies. Both cotyledons are commonly used for the storage, but in Trapa^ 
only one is so used, and it swells up to a considerable size, whilst the other 
remains small. It is of interest to notice that this difference is expressed 
too m the inception of the two cotyledons ^ The larger one arises as a 

* See pp. 106, io8. 

» t! SchildcrungeD. ii (1893), Plate XXIV ’ 

della Trapa p' “”0 ^nluppo dell’ ovolo c 
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terminal structure upon the embryo ; the smaller is lateral to the stem-bud. 
As I have previously said\ I can only see in this the expression of the 
fact that an organ that is earlier used is also earlier laid down—and in this 
case also in another position—than is one that remains rudimentary. 

In many dicotylous plants the hypocotyl is also used for the storage of 
reserve-material, and in such cases the cotyledons may remain so small that 
in some cases they appear almost to be wanting. I may quote some 
examples, but without mentioning species of Utricularia, which might have 
been quoted as illustrations, as I have spoken of them elsewhere. 

Our first example is from the family of the Guttiferae :— 

Xanthochymus pictorius. 
In Fig. 179 the configuration of 
the embryo and the germina¬ 
tion of Xanthochymus picto¬ 
rius, Roxb., is illustrated*. The 
longitudinal section (Fig. 179, 
II) shows the two very small 
cotyledons, Co, but upon the 
surface-view (Fig. 179,1II) they 
are more conspicuous. They 
do not appear right at the point 
of the embryo but are pushed 
to the side by an outgrowth 
(Fig. 179,1, II, a) of the hypo¬ 
cotyl which in germina¬ 
tion rises above the ground 
and becomes green but dries 
up later. The primordium of 
the root is small but develops 
further in germination. The 
primary root is surpassed in 
its development by an adven¬ 
titious root formed at the base 
of the shoot of the embryo, and 
this elongates with the elongation of the shoot of the seedling and gives 
origin to the permanent root-system. In this way a more direct and 



FlO. 179. Xanthochymus pictonus, Roxb. I, sccdline; the 
%hooi directed upwards has produced a pair of foliagcdcaves 
after some scale-leaves; A, tuberous h>'pocotyl; a, outgrowth from 
hypocotyl; r, primary root: r'. adventitious root. II, embrvo 
isolated from a ripe seed ano in Jon^Uudinal section; Cb, cotyJe« 
dons ; Ay hypocotyl; outgrowth ^oro hypocotyl becoming sob* 
sequently epigeous and green. III. emory'o isolated, the two 
cotyledons. Cb, in surface view. IV, upper part of embryo in 
longitudinal section, not quite median; COy cotyledons. I, one- 
thirdfnatura) size. 11, two-thirds natural sue. 


* Goebel^ PflaDzenbiologische SchildeniDgen, ii (i893)> p* 374* 

2 See Planchon et Triana, M^moire snr la famille des Guttiftres, id Annales des sciences natarelks, 

s^r. 4, Kvi (i84i). The older literature will be found in this paper. 

» This appears even more strikingly in the Lecythidaceae. See the figure of the seedling o 
Eschweilera obtecta given by Miers, On the Lecythidaceae, in Transactions of the Linnaean Society, 
XXX (1875), where the axis of the shoot springs evidently out of the middle of the side o 
hypocotyl. 



EMBRYOS OF SPERMOPHYTA WITH RESERVEWOOD 259 

more simple connexion of the shoot with the soil is established than 
would be the case if the path of transport through the hypocotyl, which 
serves as a reservoir of food-material and which is later pushed aside, were 
to persist. 

In the family of the Lecythidaceae there are relationships which are 
analogous with those of the Guttiferae, and the following are illustrations :— 



j in longitudinal s«tion: Cot, cotyledons: w, root.end. //, apical 

of an embryo in loojitudmal section. The cotyledons arc still covered by a thin layer of endosoerm 
///. the overlapping cotyledons seen from above. /. ma^iGcd 3J. //and //A mofe highly ma^ifiU ^ 


Barringtoaia Vriesei. Treub has investigated carefully the forms of 
the embryo in Barringtonia Vriesei ^ Barringtonia differs in its embryo 
from Xanthochymus chiefly in this, that not only is the hypocotyl thick and 
fleshy but also its continuation upwards, which is, however, elongated in 
germination. This portion of the axis of the shoot bears some irregularly 
placed scales ^ the lowermost two of which are not opposite one another, so 


5. L'embryon du Barru.gtonia 

iTk f j bolaniqne de Buitauorg, iv (1884), p. loi ^ 
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that we could scarcely call them cotyledons; they are neither by their 
position nor in other respects different from the other scales. According to 
Treub the chief root does not develop. As in Xanthochymus the reserve- 
food-matenal is deposited in the strongly swollen central portion of the axis 
of the shoot of the embryo-plant. 

BerthoUetia excelsa. The embryo of Bertholletia excelsa is ‘ undiffe¬ 
rentiated,'according to the most recent observations upon the Lccythidaceae^ 
and this probably means the same as the description of that of Lecythis, 
of which it is said that it consists only of stem, that is to say it is a leafless 
body whose vegetative point only later elongates into the axis of a shoot. 

Investigation of the embryo shows, however, that it pos¬ 
sesses primordia of leaves which cover the vegetative 
point. They are indeed very small and have hitherto 
been overlooked, but in the longitudinal section they are 
clear enough (Fig. i8o) ^ There are two small scales 
{Coty Fig. i8o,/) which closely cover the vegetative point 
of the embryo ; whether they are placed directly opposite 
one another or not I cannot say. Other primordia of leaves 
were not found, apart from small papillae at the vegetative 
point. The massive hypocotyl stores the food-material 
in the pith which is separated from the rind by a tissue “ 
which is composed of small elongated cells in which 
conducting bundles are subsequently differentiated. The 
primordium of the root, W, is but little developed but 
is recognizable by the arrangement of the cells according 
to the figures. It develops afterwards in germination 
into a chief root. 

In the embryos which have been mentioned there 
exists a relationship, a correlation, between the small de¬ 
velopment of the cotyledons and the massive develop¬ 
ment of the hypocotyl, a relation which appears also 
many Cacteae^, whose hypocotyl is specially developed as a seat of 
water-storage. 

B. MONOCOTYLEDONES. 

The deposition of reserve-material in the embryos of monocotylous 
plants is marked in those forms which have macropodous embryos. 

Zanniehellia. Amongst them we have specially the Potamogetonaceae, and 



FjG. iSi. Posidonia 
sp. Embryo: Jf', pri* 
mary root. Magnified 
about a. 


in 


> See Kiedenza, Lecythidaceae, in Engler und l-rantl, Die natiirlichea Pflanzeafamilien, in, 7 
892). 

^ The embryo Hes in a thin layer of endosperm two cells thick- 

’ The limit is indicated in the figure by the line mnning parallel with the contour line. 

^ Goebeh Pflanzenbiologische Schilderungen* i (1889). 
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of these Zannichellia shows a thickened hypocotyl at the end of which the 
priinordium of the chief root is commonly visible. 

Posidonia. Fig. 181 shows anotlier case in the embryo of a Posidonia, whose 
fruit I have found in quantity on the shores of West .\ustralia. The lower end of 
the massive swollen hypocotyl does not develop a root; the root is a lateral one at 
the base of the cotyledon {IF, Fig. 181). One would be inclined to consider it as 
an adventitious root, and that the chief root was wanting, but it is much more prob¬ 
able that the chief root has been pushed aside by a lateral growth of the hypocotyl. 
Bornet’s account of the history of development of the embryo of PhucagrostiSj 
and the behaviour of Zostera which I have described below, support this view. 

Huppia. The question which arose in connexion with Posidonia recurs in 
Ruppia * where, according to Wille, the primordium of the chief root is indicated 
at the lower end of the hypocotyl by a few cell-divisions, whilst at the base of the 
cotyledonary sheath there is 
laid down at a later period a 
lateral root which Ascherson* 
held to be the chief root shoved 
to one side. 

Zostera. That lateral out¬ 
growths of the hypocotyl * occur 
in macropodous embryos is 
shown in the remarkable con¬ 
struction of the embryo in the 
genus Zostera. Here the portion 
of the embryo which exhibits 
further development in germi¬ 
nation apparently springs out F«G- iSi. IZoUrra marina. I, frMk in transverse section. 11. 

r ,, ® .. . younc embryo in optical toneiiudinal section. The arrow indicates 

of a shield-hke body which tn*-; d'tec‘«on m which the apex of the cmbrjo is displaced. Ill, 

, , . , older but not mature embryo in profile. IV. embryo seen from in 

IS folded in the fruit and en- cotyledon;hypocotyl; il/mantle.|ilce 

, , ■ f , ou'K'owtn of hypocotyl ;£/. unicellular vesicular suspensor. 

closes the upper portion of the 



embryo (Fig. 182, III). This makes a strong S-shaped curvature, the lower leg 
of which is formed by the cotyledons, Co ; the upper, lying against the shield*^ 
corresponds to the upper portion of the hypocotyl {//^, Fig. 182, I), whose lower 
part has developed into the shield-like growth above mentioned, in which the 
reserve-material is stored. There takes place in the embryo at a very early 
period through the development of the outgrowth, a torsion of the hypocotyl 
like that which has been described above in Lycopodium and others. In Fig. 
182, II, a curvature of the point of the embryo by the outgrowth, M, through 
about 90° has taken place, and the cotyledon no longer appears to be’terminal. 
Hofmeister*, who was the first to investigate the developmental history of the 


Udviklingshistorie hos Ruppia ro.iellata ok Zanoichellia palustri. in 
Videnskabelige Meddelelser fra den nalurhisioriske Forening i Kj^benhara 1882 ^ 

AschcrsoD,Polainogetonaccac.inEagJerundPrantl,DienaiiirlicbcnPflnnzenfaniilien ii 1 (iSSol 

These occur also m dicotylous embryos. See p. ajS* 

- HofmeUter, 2 ur Entwicklungsgeschichte der Zo.tera,' in BotanUche Zeilung. x (,852), p. 121. 
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embryo of Zostera, interpreted the embryo somewhat differently. What we call 
the shield-like outgrowth of the hypocotyl he considered the ‘axis of the embryo 
of the first order.’ In this no one now will follow him, but it is much to be 
wished that one of the modern microtomists would follow accurately the develop¬ 
ment of the embryo of Zostera In Hofmeister’s Fig. 28. the curvature of the 
embryonal a.\is is probably shown. 

These examples will suffice to show how far-reaching are the changes 
in form which are brought about in the embryos of different plants by the 
deposition of reserve-food-material. Fundamentally nothing else takes 
place but what is found in many shoots at a later period of development. 
The deposition of reserve-material in cotyledons corresponds to that in the 
leaves of a bulb ; the deposition in the hypocotyl to that in the axis of 
a tuber; the deposition in a lateral outgrowth of the hypocotyl finds its 
parallel in the axes of many shoots. 

^ Since the above was written this has been done by Rosenberg, Uber die Embryologie von 
Zostera marina, Linn., in Bihang till kongU svenska Vetenskaps Akademien, Handlingar, 27, iii 
(1901). Rosenberg confirms the view given in the text about the * mantle’ of the embryo of Zostera. 
Of special interest is the embryo of Halophila, whose close relation to the embryo of Zostera was 
pointed out long ago by Balfour, On the genns Halophila, in Transactions of the Botanical Society, 
Edinburgh, xiii (1879). 



SPECIAL CHARACTERS OF THE ORGANS 

OF VEGETATION 


THE ROOT 

Originally all subterranean parts of plants were termed ‘ root.’ As our 
knowledge increased comparisons showed that under this collective name 
organs of different structure and different function were grouped together. 
As ‘ typical ’ roots, that is to say, those which are the most common because 
they correspond with the most widely distributed conditions of life, we may 
recognize the soil-roots, which act as nutritive organs and as anchoring- 
organs. Organs with analogous function, in which, however, the anchoring 
function tends to predominate, occur also in the lower plants *, but they are 
essentially of more simple configuration, a difference of which we shall have 
an explanation if we remember that vascular plants alone appear as the 
typical land-plants of any significant size. In the vascular plants therefore the 
subterranean organs have to satisfy quite different claims from those which 
are laid upon the rhizoids of one of the Musci, for these have not to support 
a transpiration-current, and have not reached beyond the stage of develop¬ 
ment of branched threads ■. At the same time we must remember that in 
the vascular plants the functions we have mentioned may be taken over by 
organs other than the roots and then we find generally that the roots are 
not developed. A few illustrative cases may be cited here:— 

I 

ROOTLESS PLANTS 
A. PTERIDOPHyTA. 

Piliees. In a number of small epiphytic Hymcnophyllaceae, whose 
embryogeny we do not yet know, roots are not to be found. They are 
forms which are distinguished almost always by their small size. The 
species represented in Fig. 183 is much less complex than many of the 
Musci, and the work which its vegetative body has to do is correspondingly 


‘ See Part I, p. 38 and Fig, 14, .iho pp. 26, 119 of this Part. 

Compare the rhizoid-strands in Polyirichum and elsewhere 
* See p. 237. 
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inconsiderable. The uptake of water is maintained by the one-layered 
leaves. ‘ Hair-roots,’ which are unicellular tubes on the axis of the shoot 
and frequently also on the leaves, serve as anchoring-organs. Where the 
leaves of rootless forms attain to relatively large size, as in Trichomanes 
Hildebrandti ^ there are special arrangements—in this case the apposition 
of the leaves to the substratum—on account of which the formation of the 
roots can be easily spared. Many forms, for example T. membranaceum, 
have developed instead of roots leafless shoots, which perform the function 
of roots. Mettenius^ gives a list of the rootless species of Trichomanes 
which he had found, and to it I may refer the reader. There are probably 
other rootless forms amongst the small species of Hymenophyllum, and 
there can be little doubt from a comparison of the behaviour of a number 

of species that we have before us 
in them not primaiy, but reduced 
forms. The larger ground-species 
of Trichomanes have a well-deve¬ 
loped root-system. Some which 
live epiphytically among the 
Musci of tree-stems have relatively 
few roots. Mettenius states that he 
only once found an adventitious 
root amongst hundreds of examples 
which he examined of T. pedicel- 
latum, T. Ankersii, and T. mus- 
coides. Whether the germ-plants 
of the rootless species of Tricho¬ 
manes possess a root or not we do not know. Perhaps the different 
species behave differently in this respect. 

Salvinia. All the species of Salvinia which have been examined 
are rootless, and the primordium of the root is suppressed in the embryo. 
What for a long time were considered as the roots of these floating species 
of water-plants are peculiarly formed submerged water-leaves, which are 
divided into numerous segments, and in this respect contrast with the entire 
floating leaves. 

Lycopodineae. Psilotum and Tmesipteris are both rootless. The 
function of the root is performed by a leafless rhizome. In both genera the 
superficial development and manifestly the area of transpiration of the shoot 
are very small. In Tmesipteris, which possesses the larger leaves of the 

two, these are vertical. 



Fig. i8 .V Trichomanes Gocbclianum. Giesenhagen. 
The plant is rootless and has unicellular hair^roots deve* 
lopoo from (he s(em» leaf-nerves, and also from the leaf* 
surface, as anchoring organs. Figure to right natural 
size. After Giesenhagen. 


‘ Sec Giesenhagen, Die Hyinenophyllaccen, in Flora, Ixxiii (1890). Plate XIV. ,, i, r, 

> Mettenius, Ober die Hymcnophyllaceae, in Abhandlungcn der koniglich-sachsischen Oesellscnait 

der Wissenschaften, xi (1864). 
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B. SPERMOPJfYTA. 

Dicotyledones. We have already seen some examples of rootless 
forms of Spermophyta amongst the Lcntibiilariaccae. The genera Gcnlisca, 
Polypompholyx, Utricularia, arc entirely rootless. The position of roots is 
occupied in the land-form of these genera by peculiar transformed leaf- 
organs; in the submerged free-swimming water-form the absence of roots 
is easily undcr.standable, inasmuch as the uptake of dissolved food-material 
can take place through the whole plant-body, and the function of anchoring- 
organs is of course done away with. Other water-plants living under 
similar conditions have no roots, for example species of Ceratophyllum and 
Aldrovanda*, as well as the submerged lemnaceous plant Wolffia Welwit- 
schii -. Some small floating species of Wolffia, such as W. arrhiza, have 
also no roots. It is remarkable that in some fixed water-plants the roots 
are wanting. We find this, for example, in some though not in all the 
Podostemaceac especially those of considerable size like Rhyncholacis 
macrocarpa. The arrest of tlic roots is here made possible by the develop¬ 
ment of other anchoring-organs—the haptera •*. Where roots are present 
on forms of Podostemaceae, which possess haptera, they arc devoted partly 
to purposes other than those of the typical root—to asexual propagation 
for example, and to other purposes which will be mentioned below 

Monocotyledones. Two rootless saprophytic orchids are known— 
Corallorhiza innata and Epipogon Gmciini. They possess only scale-leaves, 
and the intake of water is effected by the rhizome-shoot. The reduction of 
the assimilating and transpiring leaf-surface characteristic of saprophytic 
life has made possible here the reduction also of the roots. Pixamples of 
rootless plants amongst the epiphytes are know n—Tillandsia usneoides 
takes up water, and with it dissolved food-material through the surface of 
the shoot, and fixes itself by twisting its base round the branch of a tree ; 
roots are therefore not required. They appear, however, in the germination! 
but soon die off. 



CHARACTERS OF THE ROOT 


There are four organographical regions in a typical soil-root 

I. The apex, that is to say, the vegetative point covered by the 
root-cap. 


‘ The slatemcu, frequently repeated, that Myriophyllum is rootless, is erroneous. The winter-buds 
when they shoot out, form long roots. ^ 

^ Goebel, Pflanzonbiologische ScltildcruDgcn, ii (1895)^ p. >79. 

Ill Fnmilien Podostemaceae tAfhandl. I (I88t^, II (tSSa), 

C- 1 ’ ^‘^90. V (1S99), M (1901), ID Skrlfter af del kongelige danske videnskabernes 
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2. The very short region of growth. 

3. The region covered by root-hairs. 

4 - The region in which the short-lived hairs are dead. 

This holds for the single nearly cylindric root-threads. The construction of 

the root-system will be mentioned below. I shall now pass in review these 
several regions. 

I. THE APEX OK THE ROOT. 

The biological significance of the root-cap requires no explanation here. 
Every one knows that it protects the soft tissue of the vegetative point in 
its passage through the soil, and that it makes this passage easier by the 
mucilaginous degradation of its outer cell-membranes h It is also clear that 
the possession of the root-cap makes up for absence of leaves upon the 
root. Hypogeous shoots protect their vegetative point almost exclusively 
by scale-leaves, and they are often markedly developed as boring-organs, 
as in Equisetum and Triticum repens. Where this is not the case, as for 
example in the rhizomes of Psilotum and Tmesipteris, the shoot lives under 
special life-conditions: the plants are epiphytes, whose rhizomes are not 
growing in firm soil but between the aerial-roots of tree-ferns, or are living a 
half-saprophytic life in loose pulpy humus It is noteworthy that in the 
two known cases where the vegetative point of the primordium of a shoot 
is provided with a cap of tissue which serves as a boring- and protecting- 
organ, and which we can compare in function with a root-cap, this happens 
before the appearance of the leaves. Strasburger has shown that in 
Cephalotaxus Fortuni and Araucaria brasiliensis the apex of the primor¬ 
dium of the embryo is not developed into the vegetative point of the 
embryo. The vegetative point is formed within the primordium of the em¬ 
bryo whilst the original apex which served only as a boring- and protecting- 
organ is thrown off. Cases which might lead up to these of leafless shoots 
provided with root-caps have been described, but their anatomical dif¬ 
ferentiation has not been made clear. The significance of the root-cap is 
also shown by the behaviour of some water-plants, in which the roots hang 
free in the water. The root-cap can then no longer be considered as a pro¬ 
tective organ, although one must not forget that we have to deal in such 
cases with roots of limited growth whose apex soon loses the embryonal 
character. A root-cap constantly regenerating itself by the formation of 
new cells must be more or less superfluous in a case of this kind, and 
therefore it submits to a reduction of a varying degree, and such roots 

' Concemine the significance otherwise of this mucilage, see Goebel, I'flanzenbiologische Schilder- 

uDgen, ii (1893). , u- u » k..c 

Solms-Laubach has shown that in Psilotnm triquetrum when the apex of a rhizomc-shoot has 

suffered injury, either a lateral primordium grows out or new shoot-primordia are forme m 

periphery of the apical mcristem. See Annales du Jardin botanique de Bmtenzorg, w (1884'. 

P« 160. 
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are so intimately adapted to the life in water that they have frequently lost 
their power of normal growth in the soil. The roots of Lemna minor and 
L. trisulca, Azolla filiculoides and Hydrocharis Morsus-ranae, all swimming 
water-plants, show for example in a normall)' moist garden-soil hardly an}’ 
growth*. Other water-plants, which are not so exclusively adapted to a 
swimming life, arc probably more plastic. In conformit}’ with this are the 
morphological states, which supply a transition to the cases of complete 
suppression mentioned above-. I must now mention some examples:— 

Azolla. In contrast with the allied Salvinia this genus possesses two 
rows of roots upon the under side of its stem. The apical growth of these 
roots is limited. The apical cell of the root produces but one cap-segment 
instead of man\’, as in other Pteridophyta. If the root grows out the cap is 
thrown off. The superficial cells, including the apical cell, grow out into 
hairs so that the root resembles the hairy lobes of the water-leaf of Sal- 
vinia. 

Lemnaceae. Other swimming water-plants like the Lemnaceac pos¬ 
sess an evident root-cap, but it is distinguished by the history of its 
development from a true root-cap, inasmuch as it does not arise like the 
ordinary root-cap of monocotylous plants from the epidermis of the root, 
and it does not show periodic renovation. This cap, in form like the finger 
of a glove, protects the root-apex against the attacks of small animals, the 
effect of currents of water, and the like. But it docs not correspond to a 
root-cap, but to the envelope which in other roots only exists for a short 
time, and which has been called by Van Tieghcm® ‘la poche digestive’ 
(Fig. 185). 

Hydrocharis, probably also the allied Trianea bogotensis, and Pistia 
Stratiotes show similar features. The root-envelope is in them, as in Azolla, 
lost if the roots continue their growth. In these plants also the differenti¬ 
ation of epidermis from rind is not visible, and their roots are in the nar¬ 
rower sense of the idea quite capless. 

Aesculus Hippocastanum. 7 'he roots of land-plants arc only caplcss 
in rare cases. Aesculus Hippocastanum furnishes an example ^ There 
arise periodically upon the roots of this plant, in addition to the ordinary 
lateral rootlets, small tuber-like roots, about 2 mm. long, which have no 
root-cap : these are in addition to the normally formed lateral roots. These 
rootlets, whose function is unknown, we may designate arrested formations. 


Prwlhei^wth 'VAchsthnms der Wur.cln dutch das umgebcDde Medium, in 

rnngsheims Jahrbucher, xxxu (1898), p. 71. 

’ Wn SchUdeningcn, ii (1S93), p. ,So. The literature is cited here, 

u, 1 , ^‘*Shem et Douliot, Recherches comparatives sur rorigine des membres endo-enes dans 
les pUntes vasculaues, in Annales des sciences naturclles, ser. viii (1888). " 

Ixiii 088 o ).7 TX ’ Hippocastanum. L.. in Flora. 
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whose loss of root-cap stands in relation to their short existence and their 
small size. This explanation is rendered probable by the fact that there 
are transition-stages between the capless and the normal rootlets. 

BromeUaceae. A peculiar condition which requires further investi¬ 
gation has been shown by Jorgensen ^ to occur in the roots produced by the 
shoots of the Bromeliaceae. These commonly grow for a long period in 
the tissue of the shoot-axis, and there they have a well-developed cap. But 
when the root-tip has bored through the surface of the axis the cap consists 
of only a thin layer of dead, more or less compressed, cells. Perhaps we 
have to deal here with roots of limited growth—merely anchoring-roots. 

Cuscuta. The chief root of the seedling of the parasite Cuscuta 2, which 
discharges its function for only a very short time, is caplcss throughout its 
life. It has only the duty of fixing the seedling-plant in the soil, and of 
taking up water for it during its first developmental stages. Two days 
after germination has taken place it usually begins to wither, and with it 
naturally the whole plant also, unless it has found a host-plant through which 
it can be nourished 

Like other organs which have become useless under definite life- 
conditions the root-cap in some cases is thrown off in course of the develop¬ 
ment ; in others it shows no further development. That the root-cap is 
lost when transformation of the root takes place has already been pointed 
out Other cases will be mentioned hereafter. 

2. THE REGION OF GROWTH OF THE ROOT. 

The distribution of growth in the root will not be spoken of in detail 
here, but it may be pointed out that as Sachs has shown it is an advantage 
for the penetration of the root-tip into the soil that the growing region lies 
immediately behind the root-tip and is relatively very short—only two to 
ten millimeters; the shorter in relation to its cross-section the axis of a nail 
is, the less easily does the nail bend when one drives it into a board. In 
this connexion we may also note that in air-roots the growth-relationships 
are altogether different. That otherwise the growth of the root is best 
under the conditions in which it normally grows, and to which it is ‘ attuned ’ 
need not surprise us. The roots of some land-plants, Vicia Faba, Lupinus 
albus and others, when they were cultivated in water, showed, as might be 
expected, a retardation of their growth in length ^ 

' Jwrgensen, Hidrag til Rodens Naturhisloric, in Rotanisk Tidsskrift, Raekke 3, ii (i877“9)» 
p. 144. 

* Koch, Untersuchungen iiber die Entwicklung dcr Cuscutcen, in Hanstein's Botanische Abhand- 
hingen, ii, 3 (1874). The roots of Orobanche have at first no cap, a feeble one develops at a sub¬ 
sequent period. See Koch, Die Entwicklungsgeschichte der Orobanchen, Heidelberg, 1887. 

* See p. 254. * 

» See W’akker, Die Beeinfiussung dcs Wachsthums der Wurzeln durch das umgebende Medium, m 
rringsheim's Jahrbiicher, xxxii (1898). 
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3. JHK KKlilON OK Till-: kOOr-IIAIK>. 

The root-hairs* arise as outgrowths of the superficial cells of the root. 
They have a great significance because by their appearance the absorbing 
surface of the root is very greatly increased, and besides in land-plants thc\’ 
grow firmly around the particles of soil, and so not only strengthen the Iiok! 
of the roots in the soil, but also arc able to make use of the water-envelope 
which adheres to each particle of soil. They are not, however, present in 
all plants. They are markedly absent from a number of water-plants and 
marsh-plants, as for example Butomus umbcllatus, Hippuris vulgaris, species 
of Lemna, Menyanthes trifoliata, Pistia Stratiotes, and also from a number 
of Coniferae, for example Picca excelsa. Pinus sylvestris, Biota oriental is, 
Thuja occidentalis. From some monocotylous plants which produce tubers 
like Crocus sativus, and from some parasites and humus-plants like Mono- 
tropa, Neottia, and Orobanche ramosa, they are also absent. The plants 
just mentioned are all of a kind which either have water in quantity at their 
disposal, as is the case with water-plants and marsh-plants ; or they do not 
exhibit intense transpiration from their epigeous parts, as the Coniferae 
which have leathery leaves—although others like Taxus have numerous 
root-hairs; or they have roots which arc inhabited by fungi, as Monotropa 
and Coniferae ; or the epigeous parts are only slightly developed and have 
a short life, as in Crocus; or the leaves arc mostly reduced to small scales, 
as in the parasites and humus-plants. In the greater number of plants 
which produce hairs normally their formation is suppressed if the roots are 
grown in water. We sec this in Allium Cepa, Hyacinthus orientalis, Zea 
Mais, Cucurbita Pepo, Phaseolus communis, Pisum sativum, and others. 
This is, however, not the case in all plants, and many swimming water- 
plants like Trianea bogotensis possess very large root-hairs. The possession 
of root-hairs by Azolla, Hydrocharis, and other plants, has been already 
mentioned. The case of air-roots will be discussed hereafter*. 


4 - THE REGION IN WHICH THE SHORT-LIVED HAIRS ARK DEAD. 

The inner character of that portion of the root which is no longer 
concerned with the taking up of nutrition lies in the domain of anatomy. 
The point of organographical and biological interest in it is the shorteuiug 
which takes place in many roots subsequently to the cessation of growth 
in length. There are formed in many plants roots which differ from the 
others in their configuration, and whose chief significance consists in their 
contractility. Rimbach^ has fittingly termed them pull-roots. They are 


Pflanzen. in Umcrsuchung.n aus dem botanischen Institut 

n fWni^cln und ihre Tliatiskeit, in Fiinfstuck’s Bclirtge S' wissen- 
schafthchen Botaoik, 11 (1898), p, i. The liternlurc is cited here. 
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distinguished by the relatively strong development of their thin-walled 
cortical parenchyma, whilst the thick-walled cells of the mechanical system 
of tissue are entmely, or almost entirely, wanting. These pull-roots have 
often the subsidiary function of storing reserve-material, but their chief 
work IS that of shortening, and in so doing they exercise a pull upon 
the portion of the plant out of which they arise. When we consider the 
use of this arrangement we must distinguish cases in which the pull- 

roots draii; dcni'n the shoot into the soil from those in which they do not 
do so. 

In the latter, for example in Polygonatum multiflorum, Canna indica, 
and Asparagus officinalis, the shortening of the root only brings about a 
firmer anchoring of the plant in the soil, and this is of great importance in 
plants with richly developed epigeous organs seeing that they expose to the 
wind and other agencies a relatively large surface. 

In other plants the shortening of the root is one of the means by which 
the hypogeous shoots are brought to a definite depth. The following 
example will illustrate this:— 

Arum maeulatiun. In the germination of Arum maculatum the 
elongating cotyledon, which is negatively geotropic, pushes the bud of the 
seedling vertically downwards into the soil to a depth of fifteen millimeters. 
The tuber which develops out of this bud lies therefore at first about two 
centimeters from the surface. Full-grown tubers of Arum lie, however, at 
a depth of about ten centimeters, and this change in position is brought 
about by the power of the pull-roots. The roots arise in a zone which 
surrounds the terminal bud of the tuber like a somewhat obliquely lying 
ring. Those upon the under side are thick and very contractile, those upon 
the upper side are thin and only slightly or not contractile. As a con¬ 
sequence of this the tuber is pulled downward at its apex usually about 
one centimeter in each vegetative period, but only during about two or 
three months from September to November. Once the normal depth is 
attained the contractility of the roots is diminished, and they grow no longer 
directly downwards, but horizontally outwards. If one takes such a tuber 
and plants it higher strong contractile roots are again developed. We know 
nothing of the causes which bring about this remarkable regulation which 
recurs in the growth of many rhizomes. 

Pull-roots are widely spread and are best developed among perennial 
and herbaceous Spermophyta. In cryptogamous plants and phanerogamous 
woody plants they have not yet been observed. The shortening is some¬ 
times very considerable. Rimbach found that for a stretch of root five 
millimeters long the contraction in some Amaryllideae, for example Phae- 
dranassa chloracea and in Oxalis elegans, was seventy per cent., in Agave 
americana and Arum maculatum fifty per cent., in Allium ursinum thirty 
per cent., in Asparagus officinalis ten per cent. These high figures are only 
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applicable to one portion of the shortening stretch of root. Taking the root 
as a whole the percentages are somewhat smaller. For Phaedranassa chlo- 
racea, for example, the shortening was only thirty to forty per cent. In 
many persistent roots, for example the cliief roots and lateral roots of 
Taraxacum, Heracleum, Phyteuma, the contraction goes on throughout the 
whole year. In other short-lived roots, as in the example of Arum quoted 
above, the shortening takes place only during a limited period. In many 
plants all the roots of one order are contractile, in others there is distribution 
of labour, as has been 


already mentioned in 
the case of Arum, and 
this is seen more strik¬ 
ingly in many other 
Monocotyledones and 
some Dicotyledones. 
Thus it has been long 
known that Tigridia, 
Gladiolus, Crocus, and 
Scilla possess two 
kinds of roots which 
arise in different posi¬ 
tions and at different 
times. Crocus longi- 
florus, for example 
(Fig. 184, 1 ), produces 
at the beginning of 



Fig. 184. I. CrcKus longiHurus. U, Oiiaiis sp. (marked oft penlaph) 11 a). 
Zy pull-roots; S, stem. HaIi natural sire. 


the vegetative period on the under side of its tuber numerous thin 
filiform non-contractile roots, but later upon one side of the new tuber 
there are produced a few—in the figure only two are shown—thick roots 
which are strongly contractile and which draw down into the soil the 
tuber to which they belong, After doing this they soon die. These 
roots are considered by Daniel who has overlooked the shortening, as 
a transitory compensating system which develops with the need of the 
plant when from any cause, internal or external, the general nutrition is 
hindered. This conclusion is supported by the fact that the tubers in 
Gladiolus, from which evident buds were removed, produced these roots 
specially strong, and after two months they were reabsorbed, they were 
built anew as well as the new tuber, and they contained large masses of glucose 
which disappeared afterwards. It is not impossible that these fleshy roots 
at the same time serve as j^hort-lived reservoirs of food-material and also 


("'890,^457 ■I'* Mon<,co.,Wo.=s, i,. Re™= j. 
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for water. Their substance can then be taken up by the permanent reser¬ 
voirs, tubers and the like ; at the same time their significance as pull-roots 
IS none the less evident. ^ 

In Dicotyledones analogous cases are known. We have one repre¬ 
sented in Fig. 1S4, II, which shows a species of Oxalis. 


Ill 

THE ROOT-SYSTEM 

The seedling possesses in most cases at first only a simple unbranched 
root. Later a root-system develops which is formed either exclusively 
from the chief root or by the new formation of roots on the shoot-axis. If 
the latter is the case the primary root soon dies. It is well known that this 
takes place commonly in the Monocotyledones, but a number of Dicotyle¬ 
dones show it also, and it may be asked if this different behaviour in the 
formation of the root-system has biological relationships. Inner structural 
relationships are first of all concerned, and then the conditions of life come 
into consideration. 

Monocotyledones. Monocotyledones show, with few exceptions, no 
secondary growth in thickness. This means that the primitive conduct¬ 
ing-channels for water and other plastic material as they lie in the vascular 
cylinder of the chief root must remain the same. The demands which 
the epigeous parts of the plant make upon the roots are, however, always 
becoming greater with the increasing development in their surface by the 
multiplication in the number and size of the leaves, and the capacity of the 
chief root, even if it were ever so much branched, would no longer suffice, 
therefore it is replaced by the formation of new roots on the shoot-axis, 
and these appear in great numbers, and in many quickly developing plants, 
as, for example, a number of grasses, are developed even upon the embryo. 

Dicotyledones. We have already learnt, when considering the ger¬ 
mination of the plants of the mangroves S of a case amongst the Dicotyle¬ 
dones in which the development of a root-system proceeding from the chief 
root was so evidently unsatisfactory in the sticky mud, poor in oxygen, that 
it has become suppressed Were I to describe here the relationships of the 
duration of development of the chief root to the manner of life of its plant, 

I should exceed the limits imposed upon this book, for the many-sided 
subject of the ‘ succession of shoots ®' would have to be dealt with. It must 


* Some swamp-plants with superficial root-system probably behave in like manner, for instance 
Taxodium distiebum. * See p. 256. 

’ See Warming, Om Skndbygning, Overvintring og Foryngelse. Den naturhistoriske Forenings 
Festskrift, Kj^benhavn, 1884, 
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suffice that I have indicated meicl\' tliat it depends on the whole economy 
of the plant. The relationships in individual cases frequently still require 
explanation. 

Methods of Origin of Secondary Roots. New roots are usually endogenetic. 
They have to burst through the peripheral tissue of the mother-organ, and this only 
happens if the young root which is laid down under the protection of the older tissue 
is sufficiently strong. The endogenetic formation is, however, not without exception. 
Exogenelic roots are formed, according to Bower, in Phylloglossum Drummondii; 
Treub says that the lirst roots of the germ-plants of some species of l.ycopodium 
are endogenetic ; and according to Warming ‘ this is the case in the roots upon the 
stem of Neottia Nidus-avis. They are laid down in the third and fourth periblem- 
layer whilst the first and second layers form the root-cap. The epidermis functions 
for some time as the outermost layer of this and then dies off'. According to 
Hansen ‘ the roots at the base of the adventitious shoots and the adventitious roots 
in the leaf-axils of Cardamine pratensis, Nasturtium officinale, and N. sylvestre are 
also exogenetic, whilst the adventitious roots of other water-plants and marsh-plants, 
for example Veronica Beccabunga, Polygonum amphibium, and Ranunculus tluitans, 
are commonly laid down as endogenetic structures. 

Place of origin of the Lateral Roots on the Chief Roots. This is definite. 
If we leave out of consideration the dichotomy of roots as it occurs in Lycopodiaceae 
the primordia of lateral roots are always found at the circumference of the axil vascular 
bundle-cylinder of the root, the so-called ‘plerome.’ This is surrounded by a simple 
layer of tissue, the pericycle, which is limited on the outside by the innermost layer 
of the rind usually designated the endodermis and which has a peculiar structure. 
In Spermophyta the lateral roots are laid down in the pericycle, in the Pleridophyta 
in the endodermis. In the Pteridophyta the root-primordium proceeds from a 
single cell, whilst in Spermophyta several cells always share in the formation of the 
lateral root. This cell-group of the pericycle lies opposite one of the xylem-groups 
of the axil-strand in plants which have more than two groups of vasa (Fig. 1S5), 
hence the lateral roots are commonly found arranged in as many longitudinal rows 
as the vascular cylinder of the root has got xylem-groups. In roots with diarch 
bundles there are four rows of lateral roots according to Van Tieghem, and they 
arise in the intervals which separate the xylem-bundles from the two adjacent sieve- 
groups. I must pass over here the history of the origin, and merely state that the 
lateral roots burst through the rind-layers of the chief root at a relatively late period. 
The roots of Nuphar for example, leave a stretch of ten or more centimeters above 
the tip free from lateral roots. The first formation of the primordia of the roots 


* Warming, Om Rtfddeme hos Neotlia Nidos-avis, L., in Videnskabelige Mcddelelser fra den 
Naturhistoriskc Forening i Kjubenhavn» 1S74. 

’ This lakes place so early, as is shown in Warming's figures, see Plate IV, Fig. 9 and others, 
that It occure when the root is still only a papilla, and one might here assume an endogenetic origin 
of the root by holding that the epidermis takes no share in the formation of the root, but is only 
Stretched by the root«pnmordium until it dies or is broken through. 

* Hansen, Vergleichende Untcrsuchungen uber Adventivbildungen bei Pfianzen. in Abhandlunr^en 
der benckenbergischen nalurforschendcn Gesellschafi, xii (1881), p. 159. 
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was found by Nageli and Leiigeb, in the cases which were examined, close to the 
apical region of the root at a point where the first vasa were not yet differentiated 
from the surrounding cells. Janczewski says that in Polygonum Fagopyrum the 
lateral roots are laid down in the tissue of the vegetative point which is still covered 
by the root-cap, and which has not yet lignified vessels; also in Pistia these lateral 
roots arise opposite vessels which have not yet become lignified. Still at the time 
when the primordia of these lateral roots are laid down the cells of the rind of the 
root have already in many cases passed into the permanent condition and inter¬ 
cellular spaces already exist between them. The cells which give origin to the 
lateral roots are evidently derived from the terminal embryonal tissue. 

1 he late appearance of the lateral roots has from my point of view to be con¬ 
sidered as a phenomenon standing in relation to the conditions of life. The early 

formation of lateral roots must hinder the 



passage of the primary root into the soil. 
The chief root makes first of all the path 
and fastens itself with its root-hairs, and only 
when the normal further development of 
the root-system is required do the lateral 
roots burst forth. In many plants, especially 
those which grow in moist soil or whose 
roots function for a relatively short time, the 
branching may be altogether suppressed. 
We see this in Ophioglossum and especially 
in a number of Monocotyledones, for example 
Arum maculatum, Colchicum autumnale, 
Gagea lutea, I.eucojum vernum, Ophry- 


Fig. iBV Youn^ lateral root of a znonocotylous 
plant in diagrammatic longitudinal section. Oy 
xykm of chief root; phloem of chief root; 
pericycle of chief root; Why root-cap of lateral 
root! Wiy digestive pocket formed from the eii- 
dodermis of chief root. 


deae‘; similarly the ‘ anchoring-roots ’ which 
will be described below are usually un¬ 
branched. 

The Origin of Boots upon Shoots. 


Adventitious Roots. The behaviour of 


shoots in the matter of the capacity to bring forth roots is extremely varied. Many 
annual herbaceous species of Spermophyta do not possess the capacity at all, whilst 
others, which have creeping as well as upright shoots, lay down roots quite close 
to the vegetative point. According to Van Tieghem and Douliot the roots which 
are developed on the shoots in the Spermophyta arise in the pericycle, and thus the 
relationships observed in the branching of the root are repeated; but where the 
roots are exogenetic this is not the case. The tissue of the rind contributes nothing 
to their formation ; it surrounds them with a root-pocket (Fig. 185) which is of use 
to them in boring through the tissue, although there is not everywhere a ‘ digestion 
of its tissue. There are differences according as primordia appear earlier or later, 
but these have little organographical interest. All the primordia of the roots w iic 


■ See Rimbach BeiUage zur Pbyaologie der Wurzeln, in Bcrichte der deutschen boUnischen 
Gesellschafr, xvii (1899), p. 29* 
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are formed upon shoots do not develop into roots, but many may remain for a long 
time, or indeed always, as ‘ latent ’ primordia. We can scarcely reckon amongst these 
the arrested developments of normal root-primordia whicli take place under unfavour¬ 
able external conditions, for instance in Hedera, when the plant is cultivated 
without any substratum for its shoots. On the other hand we find in Salix latent 
root-primordia under the cortex, either singly on both sides of the axillary bud or in 
numbers as in Salix vitellina, S. pruinosa, and others. These primordia of roots 
develop on cuttings of Salix whilst in the normal vegetation they do so only seldom. 
Nothing is known about the time of their appearance, but they probably arise pretty 
early, at least \ ochting mentions them upon the twigs of Salix viminalis, S. [)ruinosa, 
and others, which were only three to four months old. No doubt they exist also in 
other woody plants, and they arc also found in E()uisctum where an adventitious 
root is laid down upon every lateral bud, but these do not develop usually in the 
epigeous parts. 'I’hey can, however, be forced into development in moisture and 
darkness. 



DIFFERENT CONSTRUCTION OF Till-: 


MEMBERS OF 


THE NORMAL ROOT-SYSTEM OF THE SOIL' 


The cojistruction of the members of the root-system and their relation¬ 
ship to external factors vary according to their position in the system. 
The morphological differences arc like those which have been already 
mentioned as occurritig in the long and short shoots of the lower plants. 
If we turned downwards the ape.x of the shoot represented in Fig. of 
Part I, and imagine the cell-walls removed, we should obtain a picture 
corresponding in some measure with a root-system in which, however, as w'C 
know, branching would not come quite so close to the apex. The members 
are usually less strong the higlicr their order, and this finds explanation in 
their anatomical structure, in perennial plants also in the shorter duration 
of life - of the ' absorbing rootlets ’ about which, however, we have few 
exact investigations. 

The classical investigations of Sachs have shown us that the regular 
spreading of the root-system in the soil is conditioned by the different 
capacity of reaction to gravity in the roots of different orders. The primary 
roots are positively geotropic; the lateral roots of the first order possess 
a‘special geotropic angle U which is different according to their point of 
origin. In the upper roots which stand nearest the root-base it is commonly 
a right angle, but in those standing below this it is smaller. The lateral 

' See Sachs, Uber das Wachsthum dcr Haupt- imd Nebenwurzein, (Jesammelte -Abhandlunsjen, 
» (1893), .xxxi and xxxii. ** ’ 

* All the toots of the first order do not have a long life, for instance those on a chief root of 
1 aiaxacum. A number of them die off. lint I know of no investigation of this phenomenon. 

^ Sachs investigated the roots of seedling-plants. The relationships of matured roots deeper in 
the soil may be different. 
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roots of the second order which spring from those of the first order are. on the 
other hand, not geotropic. They grow from their mother-roots in a straight 
line and show no geotropic curvature. That a number of them under usual 
conditions do not grow out on the surface of the soil is the result of the fact 
that the air is too dry for them. If the air is artificially kept moist many 
thin rootlets, especially in the Monocotyledones, will grow out on the surface 
of the soil', a fact which is of special interest in connexion with the develop¬ 
ment of the breathing-roots, of which mention will be made below, when it 
will be shown that under definite conditions negatively geotropic roots are 
formed, and also roots which have entirely lost their geotropic sensitiveness. 
I may add that such negatively geotropic roots are not yet known amongst 
soil-roots, yet possibly normal negatively geotropic roots occur also 
amongst them, but their existence has not yet been brought to light. At 
any rate we see in the soil-roots that geotropic sensitiveness is, to speak 
teleologically, regulated by the need of it. and this is also the case in 
transformed roots. The roots which spring out of the base of the shoot in 
Monocotyledones appear to behave like lateral roots of the first order, 
but their geotropic sensitiveness is very small in many monocotylous water- 
plants. The lateral roots of these roots grow in Pontederia, Pistia, and 
others in every direction, and are plainly not geotropic. It is important, 
when considering the ‘ transformed ’ non-gcotropic roots, to remember the 
fact pointed out by Sachs that geotropic roots if they grow in ihc air 
without being wetted lose their geotropism either entirely or in part. 

The negative heliotropism and positive hydrotropism which are 
observed in many soil-roots play a great part evidently in the formation of 
the air-roots, which will be subsequently mentioned, and the same may be 
said of contact-stimuli, to which also air-roots, like soil-roots, appear to be 
sensitive. To what extent ‘exotropy' is concerned in the direction of the 
lateral roots requires further investigation. According to NolP the lateral 
roots which radiate in the direction of the four points of the compass from 
the primary root in Lupinus or Vicia Faba, if they are artificially moved 
out of their position, assume again the radial position to the primary root 
when the distorting force is removed, making a sharp bend to do so. This 
power may be of considerable significance for their uniform distribution in 
the soil. 

The Production of Shoots by Roots. Adventitious Shoots. This 
appears to be a subsidiary function of many roots, but in some cases, 
as, for example, in the Podostemaceac, it has become the chief function. 
Amongst Dicotyledones particularly we find a large number of plants whose 


‘ See Sachs, Physiologische Nolizen : V. Ober latente Reizbarkeitt-n, in Flora, Ixxvii (iSgjh p. i. 
* Noll, ilbcr eine neue entdeckte Eigenschaft dcs Wnrzelsystems (P:xotropie), in Sitzungsbenchte 
dcr Niederrhcinischen Gesellschaft fiir Natur- und Heilkundc zu Bonn, 1894. 
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roots produce shoots, and these normally arise as cndogenctic structures at 
the positions whence the lateral roots take origin. Frequently the position 
of the lateral shoots has some relationship to that of the lateral roots. 
They arise sometimes in the vicinity of the point of origin of a lateral root 
as in Linaria vulgaris, Solanum Dulcamara, Pyrola, and Dioscorea, and this 
position secures that the shoot shall obtain water from the soil by the 
shortest way, just as the position of the bud in the axil of the foliage-leaf 
of a shoot secures not only its protection but also gives it the advantage of 
the materials formed by the assimilation of its axillant leaf. In other cases 
the adventitious roots are formed at least in the vicinity of lateral roots. 
They arise independently of these, however, when they appear upon older 
root-parts which have already developed a woody character. In Pyrus 
japonica, Rubus, Prunus, and others, their seat of origin is in the primary 
medullary rays ; in Ailanthus tltey arc distributed over the general surface 
of the mother-root. The exact point of origin too is not constant. In 
Aristolochia Clematitis* this is not in the pericycle but in the outer layers 
of the primary rind, as it is in the Podostcmaccac, only in the somewhat 
deeper layers. The root-buds of Linaria" are moreover cxogenctic struc¬ 
tures. It appears then that the method of origin of the primordia of root- 
shoots is as various as is that of the root itself. 


V 

ROOTS ADAPTFD TO SPKCIAL FUNCTIONS 

In a number of plants a portion of the root-system, or it may be the 
whole of one of the ordinary soil-roots, is adapted to a special function, and 
consequently exhibits a more or less marked change in its inner and outer 
configuration. A series of transitions, for example, leads us from the soil- 
roots to those which spring from the base of the stem of many Monoco- 
tj'ledones, and which soon entering the soil serve as prop-roots. They appear 
m slight degree in, for example, Zea Mais. They are more conspicuous in 
the Pandaneae and in many Palmae, for example Iriartea and others. But 
their most remarkable formation is found in the Rhizophoreae and many 
species of Ficus, in which they have been frequently confounded with stems. 


* Beijennck, Bcobachtungeii wnd Iktrachlungcn iiber Wurzdknosjxin und Nebenwurzein, in 

Natuurkuncligc Verhandclingen der Koningklijkc- Akademie van Wetcnschappen in Amsterdam, 
XXV (1886 ., 

Beijerinck, op. cit., p. 109, says the epidermis of the root is usually bored through by the bud 
but m the buds laid down very early the epidermis of the rind of the mother-root is an integral part 

3 „ • I . ^ do^enetic to cxogeoetic inception. 

Ikijerinck gives no certain developmental account of this, and his story of the inception of 
he lateral roots does not conform with that of Van Tieghem and Douliot for other species of 
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A classification of trausfonmd roots according to their function is 
difficult, inasmuch as a root which is constructed as an assimilation-organ 
may at the same time serve as an anchoring one. It will therefore be better 
to deal with the several forms in the biological groups of plants in which 
they occur:— 

((7) Pnkumatophokes or Breathing-Roots or Marsh-Plants. 

It has been already pointed out that the roots of marsh-plants live in 
a substratum which is poor in oxygen and unfavourable to their respiration’, 
and it is through the intercellular spaces of the epigeous parts that they 
obtain their oxygen *. Some marsh-plants have, however, special arrange¬ 
ments for drawing in air. 

Mangroves. Fig. i86 is a portion of Laguncularia racemosa, one of 
the plants of the mangrove of South America. All round it upon the 
muddy ground washed by the sea there rise hundreds of asparagus-like 
breathing-roots or pucumatophorcs. We find the same in species of Avi- 
cennia and Sonneratia. These negatively gcotropic roots are commonly 
unbranched, but if their tip is injured they may branch and then arise two 
or more negatively gcotropic roots. The pneumatophores have their in¬ 
ternal structure, which I cannot describe here, arranged specially for intense 
gas-exchange. They spring from the roots which are horizontally stretched 
in the mud. Similar roots appear in other plants, for example sugar-cane 
and some palms, if they are grown in wet soil. The features of Lagun¬ 
cularia, Avicennia, and Sonneratia, are only an exaggerated condition of 
a feature that is found elsewhere. 

Westermarer’ has recently thrown doubt upon the generally accepted morpho¬ 
logical nature of the pneumatophores. He considers that they are organs, sui 
generis on account of their anatomical relationship. The vegetative point also is 
not covered by a special root-cap, but is protected by a cork-mantle which has come 
about evidently as an adaptation to their life in air. This mode of life possibly 
may have brought about also the anatomical differences from the normal root- 
structure \ We do not, however, know anything about the primordia of these 
pneumatophores, and until we do know thi-- we can say little certainly about their 
‘morphological significance.’ It is quite possible that the pneumatophores have 
arisen in quite the same way as, only probably earlier than, the structures which we 
find in Carapa moluccensis doing the work of pneumatophores. In this species 


' See Taft I, p. 260. 

* Goebel, Pflanzcnbiologische Schilderungcn, ti (1895). Prior to this these inlcrcellubr spaces 
were regarded as reservoirs of air which hardly explained their occurrence in the epigeous parts o 
marsh-plants. 

=> Westermaier, Zur Keimtniss der Pneumatophoren; Botanische Untersuchungen im Anschinss 

.an eine Tropenreise, Heft i; Freiburg, Schweiz, 1900. 

‘ Besides, there is no far-reaching anatomical difference between root and shoot. The usua 
scheme of shoot-struclure is. for instance, in abeyance in many species of Utriculana and Stylidium. 



rxEi'M.i ioriii)ia> 



horn-Jikc or I'lnscr like oui.;rcnvtli'' .iri--e * !'\ iiU’.iii.ililK' m llio >e( oiukiry ^rowtli m 
thickness in ihe iipi'er p.irl <>l' the titiXs win. h .incp lu.ir the surlace ot the imi.i. 



C 

T 

/ 


X 





In my view it is most probable that these |)neuniatophores are roots. In Brugiiier.i 
knee-like curved portions of the root rising above the mud perform the"'same 


‘ bee Karsten, Cber die 

Xxii (1891). p. 51 , 


M.-ingrovc-Vegaalion im M.al.ayi^chen Arcliipel, i« l!itliotliec.-i Itot.uiic.i 












28 o the root in PTERIDOPHYTA AND SPERMOPHYTA 

function. In Luinnitzera numerous lateral roots ascend in a negatively geotropic 
manner from the horizontal roots and then bend downwards with a sharp curvature 
At the point of bending special large lenticels are developed, often a centimeter 
in diameter, and these perform the work of gas-exchange. 

Taxoditun. I can do no more than mention here the ‘ root-knees ’ of Taxo- 
dium which discharge a similar function. 

The biological significance of the air-roots first of all suggested upon the ground 
of their anatomical relationships, and the localities in which they were found was 
experimentally supported by Karsten and Greschoff. Westermaier’s hypothesis 
that they act as ‘ pumps ’ is very improbable, and has no experimental foundation. 

Jussieuea. The peculiar roots which are developed in some species of 
Jussieuea belong to this category^. These roots have large intercellular 
spaces, and their apex is directed upwards. They were formerly considered 
as swimming-organs, an explanation which it is easy to see is inappropriate. 
They have limited growth, are usually unbranched, and may reach twenty 
centimeters in length, as in the case of J. salicifolia. They evidently serve 
the purpose of gas-exchange. 

Sesbania aculeata, one of the Papilionaceae, possesses similar roots 2. 

[b) Assimilation-Roots and Shoot-forming Roots of the 

PODOSTEMACEAE^ 

The Podostemaceae is a group of water-plants distinguished by many 
remarkable adaptations. They grow upon stones in rapidly flowing water. 
The roots, when these are present, cannot therefore enter into a substratum, 
and therefore they have been adapted to many other functions. Owing to 
their position the roots are exposed to light and contain chlorophyll. The 
formation of chlorophyll may take place in many roots which are usually 
not green if they grow in the light, for example in those of Menyanthes 
trifoliata, Mirabilis Jalapa, whilst at the same time other roots of the plant 
are not in a position in which this can occur. The roots of the Podo¬ 
stemaceae are, however, all chlorophyllous, and many are constructed as 
assimilation-organs. I quote the following examples from Warming:— 

Dicraea elongata and D. algaeformis. Dicraea elongata and D. algaeformis 
have two kinds of roots. One of these spreads itself over the substratum to which it 

' See Goebel, Cber die Rhizophorenvegetation, in Sitzungsberichte der naturforschenden Gesell- 
scbaft zn Rostock, 1886 ; id., tlber die Luftwurzeln von Sonneratia, in Berichte der deutschen 
botanischcn Gesellschaft, iv (1886}, p. 249; id., Pflanzenbiologische Schildeningen, i (1889), 

P- ”3- . - . j 

’ See Goebel, Pflanzenbiologiscbe Schildeningen, ii (1893), p. 259, where the literature is cited. 

^ See Scott and Wager, On the floating-roots of Sesbania aculeata, Pers., in Annals of Botany, 
i (1887), p. 307. In this plant the roots are. in my view, not swimming-roots but breathing-roots. 

‘ See Warming, Familien Podostemaceae: I-V, in Skrifter af det kgl. danske videnskabeme Selskab, 
1881, 1882, 1888, 1891, J899; Goebel, Pflanzenbiologische Schildeningen, ii (1893), p. 331 - The 
literature is cited in the lasMnentioncd work. Also Willis, Studies in the Morphology and Geology o 
the Podostemaceae of Ceylon and India, in Annals of the Royal Botanic Gardens, Peradeniya, 1901* 
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is fastened by root-hairs ‘ and haptcra \ The other kind floats free in the water like 
so many algae anchored at their base. There is evidently no gcolropic sensitive¬ 
ness in them, and this may be noted in most algae. These free-floating roots produce 
in progressive acropetal succession the primordia of foliage-shoots which are endo- 
genetic, but are laid down far from the central cylinder of the root with which they 
only come into connexion at a later jieriod, and they attain to only a slight con¬ 
struction and are far behind the roots which are rich in chlorophyll in their jiower 
of assimilation. The free roots evidently have a limited growth, and in this they 
contrast with the non-metamorphosed roots which are spread out over the substratum. 
In D. elongata they are round, in D. algaeformis they are band-like and have the 
appearance of a foliage-leaf. The root-cap is but little developed and rudimentary. 
The likeness to a leaf of these remarkable roots of I>. algaeformis is heightened 
sometimes by the fact that on one side of them there is developed a palisade-like 
parenchyma, and in this they exhibit, indeed, an analogy with phylloclades. i he 
roots of these plants diverge then in conformation, direction of growth, and function 
altogether from the common condition, and this deviation is evidently brought 
about under the influence of light. 

\\’e find also elsewhere amongst the Podostemaceae that roots are flattened 
sometimes upon the side to the light and sometimes upon the side to the substratum. 

Oenone leptophylla. In the root of Oenone leptophylla, the transverse 
section of which is represented in Pig. 122 of Part I, its dorsiventral character is 
well shown, and we observe how here, as in the aerial roots of the orchids which 
will be mentioned presently, a form may be only indicated in one plant while it 
appears as a conspicuous feature in a nearly allied one. 

Hydrobryum. The flattening reaches its extreme in Hydrobryum, a small 
podostoniaceous plant in which the roots form a flat crust u|)on the stones 
and the shoots spring out from its upper side- a most remarkable construction 
in which we naturally do not find any s|)ecial root-cap. In this plant the roots 
are anchoring-organs, but they are also of importance for assimilation and for 
the production of shoots. This latter function is met with also in other I’odo- 
stemaceae in which the transformation of the roots has not gone so far (see Fig. 164). 
Altogether the roots of the Podostemaceae give us one of the most striking examples 
of how change of configuration goes hand in hand with change of function. 

(c) Air-Roots op the Cvc.\d.\ceae. 

Remarkable root-formations which require further investigation arc 
found in many, perhaps all, Cycadaceae:— 

These are roots which appear above the soil or near its surface, and by repeated 
forkings give rise to coral-like structures. They are shown in Fig. 1S7, II, where 
in Macrozamia Fraseri from each side of the thick beetroot-like hypocotyl there 
spring near the surface of the soil some roots which grow upwards and perhaps may 
be negatively geotropic. The swelling at their points indicates the beginning of 

* These arise only on the ride next the substratum. Whether light hinders their formation on the 
exposed side and contact*stimulus induces them on the other is unknown. 

See pp. 22i, 265. 
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branching. The lateral roots are much shorter, and branch earlier. They are 
represented in Fig. 187, I, in a rootlet of Ceratozamia robusta. In this plant the 
coral-roots appear, as in Cycas, often in great numbers. They differ from the 
ordinary soil-roots by their forked branching. As we find a like abnormal construc¬ 
tion of the roots following upon an infection of lower organisms in other plants, for 
instance in the mycorrhi/a of many Coniferae and the mycodomatia of Alnus, it is 
possible tliat micro-organisms are also the cause of the condition in Cycadaceae. 
janezewski ’ considers the dichotomy in Cycas as a ‘ patliological process,’ brought 
about by an ‘ endophytic ’ Nostoc. Reinke = was the first who showed that in the 
cortex of the roots of such Cycadaceae an Anabaena is found. That these Cyano- 

phyceae cannot be the cause of the forking in 
the roots, as janezewski would have it, and is 
still less the cause of the appearance of the re¬ 
markable breathing-roots\ is evident inasmuch 
as the presence of the Anabaena is by no 
means a constant occurrence. Other lower 
organisms, such as fungi and bacteria, are 
mt conslant inhabitants—according to some 
slight investigations which I myself made— 
and inducers of the air-roots of the Cycadaceae. 
I must therefore assume that we have here to 
deal with normal vegetative organs, w’hose 
peculiarity consists in this that they come in 
contact with the atmosphere, and that they 
are probably to be considered as pneumato- 
phores. At any rate w’e gain nothing by 
supposing, as some authors do, that they are 
‘ atavistic.’ The Cycadaceae are allied to the 
Filicineae, but dichotomous branching of the 
root is unknown in the Filicineae, if we do 
not reckon Isoetes with them. We shall only 
gain a knowledge regarding the significance 
of the air-roots of Cycadaceae by experimental investigation. It must be remem¬ 
bered that the air-roots need not always have to do with the absorption of oxygen. 



ScreJIing with erect airroots. A, springing from 
the hyporotvh close to the insertion of the 
ootyironiis, CO. I. natural II, half natural 
size. 


(i/j Roots of EPirnvTEs. 

The assemblage of epiphytes which is so richly developed in the 
tropics finds itself in the matter of nutrition and anchoring frequently under 
conditions altogether dififerent from those of plants rooting in the soil, 


* jnnezewski. Das Spitzenwachsihum der Fhanerogamenwurzeln, in Botanische Zeitnng, xxxii 

(1.S74), p. n6. . . 

* Reinke, Ober die anatomischen Verhaltnisse einiger Arten von Gunnera, Linn., in Goltinger 
gelehrte Nachrichlen, 1872, p. 107; id., Zwei parasitische Algen, in Botanische Zeitung, xxvu 

= ^A.’schnetder, Mutualistic Symbiosis of Algae and Bacteria with Cycas revolnta.in Botanical 
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and this has led lo a divergence in the anatomical and morphological 
construction of the root-system in many cases. Epiphytes have been 
repeatedly and comprehensively described in botanical literature in recent 
times’, and I need therefore give here only a short cxpo.sition of their most 
important relationships of an organographical character. 

With reference to the anatomical structure the remarkable apparatus 
for the uptake of water which is visible in the vclamcn of the air-roots of 
many orchids and of some aroids may be recalled. Further it may be 
pointed out that the root-hairs have in many cases taken on qualities other 
than those found in soil-roots. The root-hairs of soil-roots are extremely 
sensitive to dryness. Many of the root-hairs of epiphytes are by no means 
so sensitive. The older root-hairs, especially in many epiphytic Filicineae, 
have a brown colour; their walls behind the point arc ‘encrusted’ with a 
substance which resists the action of sulphuric acid and boiling potash, and 
this makes them very resistent to drying. The root-hairs also partly serve 
here to fi.x water by capillarity. In Antrophyum cayennense for example, 
the shoot-axis is entirely enveloped by a dense reddish root-felt which is 
formed by the numerous exposed root-hairs, and it forms a kind of root- 
sponge for the taking up of water. In many epiphytic orchids also the 
root-hairs are peculiarly constructed ^ 

The geotropic behaviour of these roots is interesting. Many aerial 
roots of orchids have lost their geotropic sensitiveness in great measure, in 
others it appears in a peculiar form. Some of the more remarkable con¬ 
structions are these:— 


a. NEST-ROOTS Oh EPIPHYTI-S. 

By this name we designate negatively geotropic roots which grow 
up out of the substratum and form nest-Hke masses within which humus 
accumulates. They are found in some species of Aroidcae, for example 
Anthurium Hugelii and others, and amongst Orchideae in Grammato- 
phyllum speciosum, species of Cymbidium, Aeriopsis javanica’, and others. 


Gazette, xix (1894), p. 25, found bacteria in the outer cells of the coral-roots of C)xas revoluta, but 
It does not follow that this is either a ‘ symbiosis ' or a cause of the appearance of the roots. 

' See Schimper, Die epiphytisebe Vegetation Amcrikas, in Botanischc Mittheilungen aus den 
Tropen, I, Jena, 1888; Goebel, Pflanzenbiologische Schilderungen, i (1889). 

Goebel, Archegoniatenstudien : VUI. Hccistopteris, eine verkonnte Famgattung, in Flora, l.xxxii 
(1896), p. 73. 

* They may be ‘ lignified,’ according to Molisch, Uber Wurzelausscheidungen und deren Einwirkung 
auf organische Snbstanzen, in Sitznngsberichle der Wiener Akademie, xevi, 1 (1887), p. 107, footnote. 
Free hanging aerial roots of orchids form usually no root-hairs, but this is not always so. They 
ap^r in moist air upon the air-roots, usually adherent, of Vanilla, Phalaenopsis, and others, even 
if these do not tonch a substratum. 

‘ The numerous close-set, negatively geotropic, thin roots are covered with short, spreading, lateral 

rootlets. All water flowing down from the upper surface of the tree will filter through this weft of 

roots, but it cannot retain large objects. See Raiiborski. Biologische Mittheilungen aus Java, in 
Flora, Ixxxv (1898). p. 353. ^ •' ’ 
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/>. ASSIMILATION-ROOTS OK EPIPHYTES. 

The roots of epiphytes which are exposed to the light usually contain 
chlorophyll, but where there are numerous and well-developed leaves then 
chlorophyll is only present in relatively small amount. In some Orchideae, 
however, the roots are essentially the assimilation-organs and even may be 
the exclusive ones, and then they show corresponding changes in their anato¬ 
mical structure and their configuration—they are conspicuously dorsiventral 
Phalaonopsis. I shall first of all speak shortly of the formation of 
the roots in the genus Phalaenopsis. In Fig. 188 there are portions, in 
transverse section, of the root of three species. Ph. Esmeralda (Fig. 188, I) 
has roots which we cannot designate as dorsiventral, but they function only 
to a small extent as assimilation-organs; they are rather to be regarded, 
apart from their capacity to absorb water, as seats of water-storage in the 
dry period during which the plant has lost its leaves. Ph. Lueddemanniana 

(Fig. 188, II) shows conspicuously flattened and 
dorsiventral roots. The root-hairs are produced 
upon the under side and only along the middle 
line of the roots which lie close upon the branch 
of the tree*. The long roots, often a meter 
long, of Ph. Schilleriana (Fig. 188, III) show 
this flattening in an extreme degree. These 
roots are firmly adherent to the stem of the 
tree (Fig. 189). The tissue of the cortex on 
both sides of the central cylinder is massively 
developed—an arrangement which may be of 
advantage by enabling the root to retain by 
capillarity the water upon the under side. The flattening begins very 
early; probably the transverse section of the vegetative point of the root is 
not circular but elliptic The uptake of water chiefly takes place by the 
under side whilst the upper side is constructed to protect the root against 
strong transpiration. The anatomical structure (Fig. 190) shows this clearly. 
On both sides there is a two-layered vclanien, under which lies the 
exodermis. The outer walls of the cells of the exodermis are greatly 
thickened in those of the upper side, but only slightly thickened in those 
of the under side. The velamen is developed upon the upper side only as 

• See janezewski, Organisation dorsivcntrale dans Ics raciiies des Orchidees, in Annales dcs 
sciences naturelles, ser. 7, ii (1885); also Goebel, PflanzenbiologischeSchilderungen, i (1889), p. I 97 > 

and ii (1893), p. 344. . ^ • 

^ The factors which determine the localiiation of the root-hairs npon the under side require 
investigation* The sobstratum is not the effective influence because frn roots in moist air have 
hairs only upon the under side. Possibly the dorsiventrality originally induced by light is the 
critical factor. 

’ I have only examined one root-tip. Fig. i88, IV, represents a transverse section near 
the tip. 



FjO. Pha) action sis, Roots 
in transverse s<'ction. I, Ph. Esme-' 
ralda. II, Ph. Lueddemanniana. III. 
IV, V, Ph. Schilleriana. Mature 
root in in ; young root, that rsto sav 
close behind vegetative point in Iv 
and V. Shaded central cylinder 
shown in I and III. All of same 
slight magn location. 
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an apparatus for taking up water, and is composed of empty thin-walled cells 
with fibre-thickening. The outer thin-walled layer of the velamen is hardly 
visible upon the upper side, but the inner is transformed into thick-walled 
cells. In correspondence with this the characteristic ‘aeration-striae’ of 
the velamen of the aerial roots of the Orchideae are to be found here 
only upon the under side. It has been already pointed out* that the 
flattening of the aerial roots of many Orchideae is brought about by light 

whilst in other cases it is ‘ fixed by 
inheritance.’ Phalaenopsis Schil- 
leriana furnishes us with a case 
where the flattening is not due to 
light. A portion of the root many 


Fig. 1S9. Phibcnopsi$ Schillcriana. Roou 
natt«netl and adpressed lo bark of a tree. The 
rio(ch«s on hvo of the roots arc a conscf]uencc of 
iQtemiption of growth. One-half natural size. 


FiC. 1^. Phalaenopsis Scliilleriana. Portion 
of root in transver>c section. I. through (he 
upper side. U, through the under side. Ex, 
exotlermis; velamen. 


centimeters long which was grown in a non-translucent tube was quite devoid 
of chlorophyll, and yet as flat as a portion which was developed in light. 
On the other hand, thickening of the walls of the cells, especially of the 
exodermis, was markedly less®. In many species of Phalaenopsis the 
leaves die away in the annual dry season, and only the green roots, 
which are well protected against loss of water, and the vegetative point of 
the shoot persist. 

Taeniophyllum. This behaviour leads us on to the cases in which the 


' See Part I, p. 346. 

* The anatomical structure also through transpiration*reIationships. 
’ I pass over other aDatomical dilTereoces. 
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leaves are reduced to scales without chlorophyll, and in which the roots are 
the special assimilation-organs. We find this in species of Taeniophyllum, 
and also in Angraecum fasciola and others; foliage-leaves do not arise even 
in the germination in Taeniophyllum ^ and as the roots are frequently 
adapted to living in light the foliage-leaves do not appear, according to 
Wiesner, even if Taeniophyllum be grown in the absence of light. 

<. ANCHORING-ROOTS OF EPIPHYTES. 

In some epiphytic plants which are able to take up through their leaves 
large quantities of water, with the substances that are dissolved in it, the 
roots serve only as anchoring-organs. They cannot take up water to cover 
the needs of the plant, their conducting channels are small, and their 
mechanical tissues are strongly developed. Such anchoring-roots are found 
in some species of Tillandsia, for example T. bulbosa and others, and in 
some (not all!) other epiphytic Bromeliaceae. That Tillandsia usneoides 
has lost its roots has been stated above ^ 


{e) Anchoring-Roots of Climbing Plants. 

Root-climbers possess anchoring-roots, and are not sharply distin¬ 
guished from the epiphytes. We frequently find in them a division of 
labour in the roots such as has been so long known in the case of Hedera— 
we have anchoring-roots and nourishing-roots. As anchoring-roots we 
understand here those which serve purely as anchoring-organs; their func¬ 
tion as nourishing-roots having been given up either entirely or in great 
measure. One can easily satisfy oneself in the case of Hedera, for example, 
anchored to a wall by means of its anchoring-roots, that if its connexion 
with the nourishing-roots which are in the soil is cut through the plant 
withers. The nourishing-roots on the other hand are only for the purpose 
of acquiring and bringing nutrition. Anchoring-roots® are distinguished 
from nourishing-roots not only by their shorter length and thickness, their 
shorter duration of life and different anatomical structure, but also by dif¬ 
ferent physiological peculiarities. They have lost entirely or in great measure 
geotropic sensitiveness, and therefore their negative heliotropism and their 
sensitiveness to contact-stimuli are often much stronger than in soil-roots^. 

As regards relationship to contact-stimulus we may specially bring 
under notice the roots which Von Mohl® designated root-tendrils because 


1 With regard to the relationships of configuration see Goebel, Prianzenbiologische ScbildemngeD, 
i (1889), p. 194: the species of Taeniophyllum figured there (Fig. 86) is not T. Zollingeri, bat 
a mountain form in which the assimilation-roots are only partially pendent. 


* See p. 365, jx j 

* See Went, Ober Haft- und Nahrwurzcln bei Kletterpflanzen und Epiphyten, in Annales du Jaroin 


botanique de Buitenzorg, xii (1895). 7 

‘ How far positive hydrotropism has to be considered as I formerly supposed it was, demanas 

experimental inquiry. See Goebel, Pflanzenbiologische Schildcrungen, i (1889), p. 160. 

« Mohl, Ober den Bau und das Winden der Rankcn- und Schlingpflanzen, Tubingen, 1827. P- 49 • 
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they can twine round thin supports just like a tendril. These root- 
tendrils, however, are not always only anchoring-roots. Von Mohl 
specially observed them in Vanilla aroinatica. in which species they hang 
straight towards the soil if the twig from which they spring hangs free in 
the air. but force themselves into the splits on the surface of a tree-stem 
should they reach it, and twine round any thin support with which they 
come in contact, in the same manner as do tendrils. 'I'he mclastomaccous 


plants Medinilla radicans, Dissochaeta, and 



others, show the same features, but in them 
the root-tendrils are e.^clusively anchoring- 
organs. 

The difference in behaviour between 
anchoring-roots and nourishing-roots may 
be depicted in one single e.xamplc. The 
anchoring-roots of Philodendron melano- 
chrysum (Fig. 191) twine round thick tree- 
stems like horizontal thongs ; they are not 
geotropic, but they are negatively helio- 
tropic and extremely sensitive to contact- 
stimuli, the cylinder of conducting buiullcs 
has few and narrow vasa and much scleren- 
chyma. The nourishing-roots are thicker 
than the anchoring-roots ; they do not arise 
like them from the side of the shoot-axis 
of Philodendron which is turned to the 
substratum, but upon the opposite side; 
they grow downwards towards the ground, 
and usually in contact with the support 
on which the plant is climbing, but in 
other Aroideae they pass down freely 
through the air; the cylinder of conduct¬ 
ing bundles is larger, and has many vasa 
and little sclerenchyma. It is clear that 
the nourishing-roots can only be formed after the plant has reached a 
certain size and has already obtained material for the formation of these 
roots, and development of the nourishing-roots is rendered necessary 
because so many of these climbing plants reach so great a size. In 
climbing plants which soon lose their connexion with the ground and 
thus throw off their original root-system, or which from the beginning 
grow upon the trees and not in the soil, it may be assumed that anchoring- 


Fig. 191. Vhitodendron Tnelanochrysum, 
Stem with vertical nouri^hing rooU and 
homooiaJ anchorm{;>root$. Half natural 
After Schimper. 


also Treub, Sur une nouvcDe categoric dc plaotes griinpaatc$» in Annates d« Jardin botaaiqoe de 
BaUenzorg, iii (1883); Went, tJber Haft- und Nahrwurzeln bei Klcuerpflanzcn und Epipbyteu. in 
Annates du Jardin botanique de Buitenzorgi xu v >895)4 
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roots first of all develop out of soil-roots, and then nourishing-roots form 

from these~an explanation which is supported by the interesting occurrence 

in the Aroideae of intermediate transition-forms between anchoring-roots 
and nounshmg-roots^ * 

What has been said applies equally well to other climbing plants. 
Freycinetia imbncata, one of the Pandaneae, has no nourishing-roots but 
only anchonng-roots, but in Fr. javanica anchoring-roots may develop into 
nourishing-roots. Fr. Bennettii has well-developed nourishing-roots. Anchor- 
mg-roots are elsewhere known in a large number of climbing plants of the 
Clusiaccae, Artocarpeae, Bignoniaceae, Asclepiadaceac, and other families. 

{/) Roots as Mechanical Organs of Protection. Thorn-Roots. 

Roots may develop into thorns just as do leaves and shoots. Examples 
are known both amongst the Monocotyledones and Dicotyledones. 

MONOCOTYLEDOXES. 

Amongst Monocotyledones the case of the palms Acanthorhiza^ 
and Iriartea have been long known:— 

Acanthorhiza aeuleata. Acanthorhiza aculeata possesses in its lower 
stem-region normal soil-roots, but in the upper region there are formed 
feebler roots which lose their root-cap, whilst the cell-membranes, with the 
exception of the sieve-tubes, become lignified, and the cells of the outer 
cortex take on a strongly sclercnchymatous character. 

Iriartea. In Iriartea it is the lateral roots which become small thorns. 
Dioscorea prehensilis. Dioscorea prehensilis * furnishes a further 
example. This remarkable plant possesses tubers which are enclosed in 
a sheath of thorn-roots. These are in the soil not above it as in the case 
just mentioned. There can be little doubt that these thorns are an effective 
mechanical protection against animals, perhaps also against the pressure of 
the dried-up soil. Similar relationships are found perhaps in D. spinosa. 

Moraea. A South American species of Moraea one of the Irideae, 
has at the base of its stem a dense net-work of thorn-roots which recalls the 
skin of a hedgehog. The thorn-root-system is here hypogeous. 

DICOTYLEDONES. 

Myrmecodia. Only one case of thorn-roots is known, that of the 
remarkable rubiaceous genus Myrmecodia, which Treub^has investigated. 
The thorns which appear upon the outer side of the tuber and the 

* See Went, Ober Haft- nnd Nsihrwurzeln bci Kletterpflanzen und Epiphyten, in Annales du 
Jftrdin botanique de Buitenzorg, xii (1895). 

^ Friedrich* Ober cine Eigcnthumlichkcit der Luftworzeln von Acanthorhiza aculeata, Wendh, in 
Acta Horti Petropolitani, vii (1880), p* 537? sec also Russow, Ober Pandanus odoratissimus, 
Untersuchungen, p. 537. 

‘ Scott, On Two New Instances of Spinous Roots, in Annals of Botany, xi (1897), p. 327* 

^ Treub, Sur Ic Myrmecodia echinata, Gaud., in Annales du Jardin botanique de Builenzorg, iii 
(1883), 129* The literature is cited here. 
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shield-like projections of the stem bearing the leaves are metamorphosed 
roots which have lost their root-caps. 

ig ) Storage-Roots. 

These are roots which are used for the .storage of reserve-material. 
According to the amount of this they diverge more or less from the con¬ 
figuration of the ordinary soil-root. Where considerable masses of reserve- 
material have to be deposited they develop parenchyma for its reception, 
and frequently therefore become fleshy. The whole root may thus become 
a tubery or only portions of it, and these arc then separated from one 
another by regions showing the common root-character. We find this in 
the cucurbitaceous Thladiantha dubia, and in it the tuberous portions of the 
root persist whilst the intermediate portions die away. Where the whole 
root forms one tuber the root-cap usually disappears, as for e.xamplc in the 
tubers of Ranunculus Ficaria and of the Ophrydeae. A description of these 
tuberous roots belongs, however, more to the province of anatomy. All 
fleshy roots do not, however, serve as storage-roots; at least this does not 
appear to be the case*, or is so only in a slight degree, in the fleshy roots 
of Oxalis tetraphylla previously mentioned as pull-roots^. 

(//) Mycorrhiza. 

I pass over here the formation of mycorrhiza, as any account of this would 
involve the description of a number of details of an anatomical and physiological 
e.xperimental character, which is beyond the scope of this book. The examples 
which I have already given will show how in a number of cases function and the 
formation of organs hang together. 


VI 

PERIOD OF DEVELOPMENT OF THE ROOT 


In plants whose vegetation is periodically interrupted the development 
of the root naturally shares in this, and we may say generally that the 
development of the root precedes in time the epigeous parts, a fact which 
is easily observable in most seedlings, and the biological significance of 
which requires no explanation. The periodicity of root-development is 
very sharply marked in bulbous and tuberous plants, because in them the 
formation of the root is limited to a very short period. Supposing that 
the moisture and other conditions are favourable the development of the 
roots takes place in Ranunculus Ficaria at the end of June, in the bulbs of 
Friti laria imperiahs in August, whilst the majority of other bulbous plants 
develop their roots commonly in the autumn before the bud begins to 


’ Se« Rimbach, Beitrage zur Physiologic der WutzcId, 
GcsellschtA, xvii (1899), p. 38. 


in Berichtc der deutschen botanischen 
* See p. 273. 
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shoot. Tulipa sylvestris,for example', forms in September twenty to thirty 
thread-like roots without root-hairs, and these die in June as well as the 
epigeous parts. A longer duration of the roots in bulbous plants may, 
however, take place; for example in Leucojum vernum, which inhabits 
moist places, the roots live from two to three years. Roots which have 
different functions in these bulbous and tuberous plants develop at different 
times 2. Thus the nutritive roots of Crocus longiflorus (Fig. 184, I) arise in 
the autumn, the pull-roots in the spring when the new tuber is ready. 

In trees ^ we can as a rule distinguish two periods of development of 
roots, one in autumn, the other in spring before the shooting out of the 
leaves. These periods are separated by the winter s rest, which is here not, 
as in the case of the shoots, a resting period caused directly by external 
factors, but must be regarded as only a retardation caused by the sinking 
of the temperature. In a mild winter development and growth of the 
roots takes place in the winter. In TiHa europaea, for example, a copious 
formation of the root-system occurs in August, September, and October, 
and this the cold interrupts. In one special case in a mild winter the new 
roots were formed again in December; the period of greatest growth fell 
in April before the shooting out of the buds. All trees do not, however, 
behave alike in this respect. Quercus, for example, has no strong root- 
growth in spring. Its new rootlets only begin to show in June, and the 
period of greatest growth falls in October. The differences, so far as they 
may be considered constant, evidently have the closest connexion with 
the whole economy of each plant. We are, however, very incompletely 
acquainted with the co-operation between the several organs. 


' See Rimbach, Beitrage zur Physiologie dcr Worzeln, in Berichte der deutschen botanischea 
CesellscbaR, xvii (1899), p. a8. * See p. *70. 

* See Resa, Uber die Periode der WurrelbUdnng. Inatig. Dissertation, Bonn, 1877. 



THE SHOOT 


The general features of shoot-formation have been described already 
The conformation of the leaves is in most cases so important for the con¬ 
figuration of the shoot, that it appears advisable first of all to speak of the 
leaves and then to pass on to consider the different forms of the shoot. 


A. THE LEAF 


INTRODUCTION 

The characteristics of leaves have been already described *, and it has 
been shown ® also that in the Bryophyta, starting from leafless forms, the for¬ 
mation of leaves has been frequently repeated along different paths. We do 
not know how the formation of leaves in the Pteridophyta and Spermo- 
phyta has phyletically come about. The leaves in these groups have nothing 
whatever to do with the formation of the leaves in the Musci, for there the 
leaves belong to the sexual generation, and we have no room here to discuss 
the purely hypothetic view which derives the leafy plant of the Pteri¬ 
dophyta and Spermophyta from the sporogonium of a moss. The recently 
repeated attempts also which have been made to explain the leaves of ferns 
as shoots are based upon entirely false suppositions, and have no longer even 
a historical interest, and therefore we shall say nothing about them. 

That the chlorophyllous assimilating foliage-leaf, whose capacity alone 
renders possible further development in the autotrophic plants, is the leaf- 
form out of which the others have been derived by change of function, 
follows from what has been already said •*. Moreover there is scarcely one 
fohage-leaf which has not some other function in addition to assimilation. 
Apart from transpiration, we may point out the importance of the leaves as 
protective organs to the buds, whether these be terminal or axillary—a work 
which is sometimes taken up by different parts of the leaf. In Aristolochia 
Sipho. for example, the leaf-lamina is folded about the end-bud, the leaf- 
ase encloses the axillary buds. Analogous relationships are found in other 
plants with small leaves placed in many row's. 


* See Part I, section I, chap, it 

* Sec p. 35. 


* See Part I, p. 13, 
‘ See Part I, p. f>. 
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No organ of the plant-body appears in so many forms as does the leaf, 
and this is so because the relationships of the leaf to the outer world are 
by far the most manifold. In correspondence with this there are great 
differences in the anatomic and symmetric construction of the leaf. 

ANATOMIC CONSTRUCTION 

Vasciilar Bundles. We must specially mention the behaviour of the 
vascular bundle, as it has been used partly for solution of the question 
whether the organ is a leaf or not. 

The majority of leaves are traversed by one or many vascular bundles which 
are often copiously branched, and are arranged, as will be shown hereafter*, in 
definite relation to the growth of the leaves, whose function we must suppose to be 
known. There are, however, leaves without vascular bundles, and this simplifi- 
cation of structure must be regarded as a reduction. Leaving out of consideration 
the numerous cases in which the primordium of the leaf remains stationary at an 
early period of its development and differentiation*, as well as those of the outer 
bud-scales of many plants which show a rudimentary primordium of a vascular 
bundle, we find leaves without vascular bundles in the bracts of the flower of 
Utricularia orbiculata*; in the scale-leaves on the rhizome of the saprophytic 
orchid Epipogon Gmelini where there is no chlorophyll, and according to Schacht* 
the leaves consist of three cell-layers, possess neither vascular bundle nor stomata, 
serve only as protective organs of the vegetative point, and have evidently only 
a short existence; in the scale-like leaves also of the parasitic Cuscuta there is only 
a trace of vascular bundles, and similar cases can readily be found in other 
saprophytes and parasites \ 

That leaf-structures without vascular bundles occur in the flower-region should 
not surprise us. Thus they are wanting, for example, in the sepals of Gaiadendron 
punctatum (Loranthaceae), the stamens of some Arceuthobiaceae, the carpels of 
Balanophoreae. In all these cases we have to deal with a small delicate leaf- 
structure whose differentiation is correspondingly simplified. 

Hymenophyllaceae furnish also a striking proof of this. The small sterile 
leaves of Trichomanes Motleyi * have no trace of a vascular bundle in their leaf- 
nerves, the reduction of the conducting channels for water being possible here 
because the leaves can take up water directly from the outside, as is the case 


' See p. 338. * Not proceeding beyond the stage of a papilla. 

* Goebel, Morphologische und blologische Studien: V. Utricularia, in Annales du Jardin botanique 
de Buitenzorg, ix (1S91), p. 55. 

‘ Schacht, Bcitriige zur Anatomic nnd Physiologic der Gcw'achse, Berlin, 1854, p. 115. 

* It appears to me not superfluous to refer to these details here, although they are mentioned in 
Vergleichende Entwicklungsgcschichte der Pflauzenorgane, in Schenk’s Handbtich der Botanik, iii 
(1884). Van Tieghem, Sur I’existence dc feuilles sans mcristeles dans la fleur de certaines Phaniro- 
games,in Revue de botanique. viii (1896), p. 482, has asserted: ‘Happily such roots, stems, or leaves 
[that is without vascular bundles] have not yet been met with in the vegeUtive apparatus of 
Phanerogams.* 

" G. Karsten, Morphologische nod biologische Untersuchungen uber cinige Epiphytenromea dei 
Molukken; in Annales du Jardin botanique de Bnitcniorg, xii (1895), p. 135. 
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SYMMETRY OF CO ^' STRUCTIO ^’ OF LEAF 

amongst Musci. The fertile lcave->^, however, have in the leaf-nerves a bundle 
provided with tracheids—usually only with one. 

Similarly the water-channels in the submerged Ceratophyllum are entirely 

reduced. 

The same holds for the leaves of the podostcmaceous Terniola longipes, 
Tristicha trifaria, and 'IV. hypnoides'. ^Veddcllina squamulosa has leaves upon 
the lateral twigs, in which all trace of even the most rudimentary vascular bundle is 
wanting. 

The possession of vascular bundles cannot therefore be con.sidcred as 
a genera! feature of the leaves in Pteridophyta and Spermophyta. 

Chlorenchyma. The formation of chlorophj’llous leaf-tissue is in the 
same position. As will be shown briefly in the following pages, chlor¬ 
enchyma is extremely variable as a tissue in the leave.s themselves, and is 
found also in phylloclades, which are shoot-axes, in the same state as has 
been considered to be typical of the leaves. 

SYMMETRY OF COXSTRUCTION. 

Wc are accustomed to consider as typical leaves those which are dorsi- 
ventral (bifacial), and which possess usually a leaf-lamina in the form of 
a thin plate of tissue. Had botany started in West Australia instead of in 
Europe, this leaf-form would have been considered as a not altogether rare, 
but yet by no means typical form. 


LE.\F-FORM IX AUSTRAI.IA. 


Radial and bilateral leaves arc very common in Australia, and are 
found in the most different families, and there arc also transitions between 
dorsivcntral and bilateral leaves-. The bilateral leaves are usually not 
spread out horizontally like dorsivcntral ones ; much more commonly they 
adopt a ‘profile-position ’ like the sickle-leaves of the Eucalypti, the phyl- 
lodes of the Acaciae, the leaves of many Proteaccae. or possess entirely or 
nearly vertically placed surfaces, or diverge in their form from the usual. 

Cylindrk leaves are not uncommon. Fig. 192 represents a twig of 
Hakea trifurcata, one of the Protcaccac, which at the beginning of the vege¬ 
tative period produces simple flat leaves, but the leaves which arc produced 

later on are branched, and have nearly a circular outline on transverse 
section ^ 

HV^flat leaves have the upper and under sides essentially differently 
constructed, but they are less strongly protected against loss of water. 


1 Schildcningen. ii (,893). p. 340, where there are figures. 

L.p.n.i„oseen, 

Inlemipted by manv rod- 

cells .11 IS also chwactenied by smaller cells for a short distance upon the under side and thereby 
there is always a slight difference visible between the tipper and under side. ^ 
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Their epidermis is not so thick as in the cylindric leaves, and the stomata 
are not sunk in pits. The surface which is exposed to light in the hori¬ 
zontal leaves is larger than the whole surface of the cylindric branched 
leaves. It is well known, however, that light increases transpiration. 

Whilst I have not observed in Hakea trifmcata any transition between 
entire and divided leaves, such gradations are found in abundance in other 
species of Hakea, for example H. pectinata. It is not possible, however, to 
bring all the manifold leaf-forms of the Proteaceae severally into relation¬ 
ship with their life-conditions ; to do this would require not only full know¬ 
ledge of the conditions 
of life, but also of the 
whole organization of 
the plants in question. 
Under the same ex¬ 
ternal conditions the 
leaf of one plant, which 
through the activity of 
its root-system obtains 
less water, maybe xero- 
philous, that of another, 
which through the 
activity of its similar 
organs receives more 
water, is not xerophi- 
lous. I specially draw 
attention to this because 
recent times ques- 


in 


tions of adaptations 
have been frequently 
treated in a one-sided 
manner on the basis of an investigation of a single organ. 


Pic. 10^. Hakea trifurcata, R.Br. Lower leavessimple Hat; upper leaves 
branched cylindric. 


LE. 4 F-F 0 RM IN EUROPE. 

In Europe comparatively few plants possess bilateral or radial leaves. 

Amongst plants with bilateral ones, however, we must notice the so- 
callcd ‘ compass-plantswhich bring their leaves, which have a similar leaf- 
construction on both sides, into the profile-position under intense insolation, 
and also a number of marsh-plants—the sword-like leaves of Iris, whose 
different species, but by no means all, live in wet places, and those of Acorus 

' See Stahl, Ober sogenannte KompasspHanzen, in Jenaischc Zeitschrift fiir Naturwissenschaften, 
XV {1881); Heinricher, Uber isolateralen Blattban mit besonderer Beriicksichtigung der europiiischen. 
speciell der deutschen Flora, in Pringsbeim’s Jahrbiicher, xv (1884). Further literature is cited by 
Haberlandt, Physiologische Pflanzenanatomie, ed. 2, Leipzig, 1896, p. 260. 
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Calamus, have markedly from the outset a profile-position ’ ; in Typha 
this position is attained by a slight torsion of the blade. 

Amongst plants with radial leaves we have our species of Juncus, in 
which the leaf has a circular transverse section, and internally is a tubular 
leaf, that is to say, it contains numerous air-canals which conduct oxygen to 
the subterranean parts. It is clear that such leaves, which we only meet 
with in plants growing in the light and therefore freely exposed to the 


wind and rain, offer a very small surface to mechanical 
influences. The leaf-form of Juncus finds a parallel in f j 

the cylindric leaves of Pilularia which too grows in moist / 1 

places, and in those of Crantzia and Ottoa two genera of f 1 

Umbelliferae in which the leaves are quite like those of r~'/ 

the species of Juncus that are partitioned by diaphragms. / 

In these Umbelliferae probably we have to do with a / / 

leaf-form which has arisen by reduction from compound / 

leaves. In an investigation of Crantzia linearis (Fig. / / 

* 93 )> ^ plant which I collected in New Zealand, I noticed I 

on the young leaves the primordia of lateral organs which 

one might indeed consider as arrested pinnules, although 
they only appeared to be in <>w row, and not, as one 
would expect, in two rows. The features of Oenanthe 
fistulosa support this conclusion. On its tube-like leaf- 
spindle the leaflets appear in reduced form. In Ottoa- ■> 1 

I found at the end of the leaves only a small depression l\ \ 

or flattening which perhaps corresponds to the remains t - 0 \ 
of a rudimentary blade. V \ 

In the same biological category I would also place V \ 
the leaves of some species of Eryngium which arc so like ^ ' 

those of Monocotyledones. They arc not phvllodcs as ,• Crarmia 

• i_ L - r ✓ » iinc&ns. lounij leaf, 

is shown by the transition-forms and by the history of c narrow 

_. » . • ^ slil of the open vairina. 

development, but consist of lc<lV6S whose blarie AbovcjhcuoUeUuans* 

become greatly elongated, whilst there has been reduction and ih.- 

or suppression of the leaflets and of the leaf-st^ltr T proi>abiy armted pri- 

nna in species of Eryngium, for instance E. bromcliae- “Wu. 20. 

folium E. pandanifolium, and others, which are such beautiful marsh-plants, 
that the narrow grass-like leaves undergo the torsion of the blade that is 
c aractcnstic of Typha and Sparganium, and thereby they take up the 
profi e-position. By this means they are protected from great transpiration 
as fitly as a number of marsh-plants are by their xerophilous character ^ 
Wc need not be surprised that in those plants, growing as they do in 

' See p. 328. 

* Goebel, Prtanzenbiologische Schildenujgen, ii (1893), p. jc 

See what.. said later, p. 447 . about the shoot-forn>atioa of some Cyperaceae and Restiaceae. 


.1 


Fig. 191. Cranuia 
linearis. Younjj Iciif. 
M the the narrow 
slil of the open vajjina. 
Above, the uotied trans¬ 
verse lines indicate the 
diaplira{*ms. and ih»- 
series of papillae art 
probably arrested pri- 
iiior Jia of leaf^pinnulvs. 
Mai^nifjcd about 20. 
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positions openly exposed to the wind, the earlier differentiation of the 
leaf-blade has been lost, and the torsion of the leaf-blade is of advantage 
from a mechanical point of view. 

We are justified by the facts which have just been stated in saying that 
in the ordinary plagiotropous leaves their dorsiventral construction is caused 
by their lie, although so far as we know it has become usually an inherited 
character ; and in support of this it may also be pointed out that a similar 
dorsiventral construction is marked in shoot-axes and roots which have 
become leaf-like. The behaviour of a number of scale-like leaves bears also 
upon the causal relationship of lie to leaf-structure. In the xerophilous Com- 
positae Lepidophyllum quadrangulare and Phoenocoma prolifera * the leaves 
lie with their upper side closely pressed against the axis of the shoot; the 
under side, which is turned outwards, is the most important for assimilation, 
and it has palisade-parenchyma, whilst the upper side has spongy paren¬ 
chyma. We thus have the normal conditions of leaf-structure reversed. 
As here a change of the anatomical structure has come about in connexion 
with the change from the usual lie, it follows that the dorsiventral differen¬ 
tiation in the ordinary leaf was originally caused by the He. 

INVERSION OF THE LE.\K. 

The cases just mentioned lead us on to speak of the special pheno¬ 
menon that in some plants the morphologically upper side of the leaf has 
the structure of the under .side, and the reverse is also the case. In plants 
w hich exhibit this, a torsion takes place after the unfolding of the leaves 
which brings the anatomically upper side upwards, and the anatomically 
under side downwards. A number of Monocotyledones show this, for 
example Alstroemeria •, Allium ursinum, Pharus brasiliensis, and some 
other grasses. Amongst Dicotyledones analogous cases arc found, for 
instance, in the composite genus Metalesia, and in Stylidium. 

A. Monocotyledones. 

Pharus brasiliensis. In this plant I find the following. The morpho¬ 
logically upper side of the leaf is brighter green than is the under side. This 
comes about in this way: the epidermal cells of the upper side are higher than 
those of the under side, and the chlorophyllous cells, which in the greenhouse- 
plant I examined were in two layers, one under the upper side and one under the 
lower side, are higher upon the under side than upon the upper side. The upper 

' See Goebel, i’flanzenbiologischeSchildeningeii, ii (1893), p. 32, Plate XXIIt, Fig. 12. Passerina 
hirsuta, one of the Thymclaeaceae, resembles those Compositae. On the seedling-plant the decussate 
leaves have essentially the ordinary structure, but later, where the alternate leaf-position occurs, the 
leaves stand pressed to the stem, and upon the very hairy upper side there is spongy parenchyma 
and stomata, whilst the under side does not jmsscss these but has palisade-parenchyma. See Caruel, 
Struttura delle foglie della Passerina hirsuta, in Nuovo giornale botanico ilaliano, i (1869'', p. 194- 
* Czapek, Studien iiber die Wirkung ausserer Reizknifie nuf die Pflanzengestalt, 1, in Flora, 
Ixxxv (1898), p. 429. The literature 1$ cited here. 
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INVERTED LEAVES OF MONOCOTYLEDONES 

side is by a torsion of the leaf-base directed downwards. In the leaf standing 
immedi.itcly below the inflorescence the torsion is only through 90®. 

Alstroemeria. CAapek' has carefully examined the process in Alstroemeria. 
The leaves after the first ones submit as they unfold to a torsion through 180° 
(Fig. 194) which may take place, although tardily, in darkness. Czapek comes to 
the same conclusion regarding the origin of this peculiar inversion of the leaf- 
surfaces as I have done. He holds that the inverted leaves of Alstroemeria have 
arisen in the course of the phyletic development of the genus out of leaves which 
first of all took up a profile-position, and in consequence of this had a similar 
construction on sides. Such leaves occur in some species of Alstroemeria, 
and in species also which have leaves exhibiting torsion the 
first leaves of the shoot have a profile-po.sition-. This profile- 
position which has to be regarded as a protection against in¬ 
tense insolation and transpiration, was changed again under 
altered external conditions into a horizontal position, not 
by a reversion of the torsion through 90®, but by a further 
torsion through 90®, and thus the leaf came to have an in¬ 
verted dor>iventral construction in correspondence with its 
changed lie. I think, however, it is probable that the inversion 
of the leaf-surface took place in different ways in different 
groups. 

Melica nutans. Among endemic grasses Melica nutans 

shows inversion of the leaf-lamina*. 'I'he basal leaves show no 

,, . . ^ * * . . . • Alstroo* 

torsion usually, and turn therefore the brighter green upper side mvriu ina. Leaf 

upwards. On the leaves which stand higher up on the shoot like*' losvcr . portion 

the lamina becomes either vertical with a bending over of its Naturl* 

upper part or it undergoes a torsion whereby the under side 
is brought upwards. z\s now xerophilous forms such as Melica ciliata are found 
with rolled leaves, we may suppose that the changes proceeded as follows:— 
Starting from a leaf having the ordinary lie, there followed first of all either an 
erect leaf lying against the haulm or a rolled leaf whose under side took on the 
structure of the upper sideas in the scale-leaves mentioned above. If such forms 
again adapt themselves to moister conditions the structural changes which have 
been induced cannot be made to revert. The leaf indeed becomes again hori¬ 
zontal, and exhibits now the movements which result in its lie as described 
above. That the lower smaller leaves which are situated in a moister environ¬ 
ment do not share in this, is from the biological standpoint readily understood. 

Stahl * has advanced another explanation which does not appear to me to be 
a fertile one, and he has given no experimental proof. He finds in the inversion 



1 ' Wirkuiig ausserer Reizkriific auf die Pllanzengestalt. i, in Flora 

Ixxxv {1898), p. 429. ^ ’ 

’ With reference to their behaviour on the cUnoslat, see Czapek, op. cit. 

’ The stomata are found only upon the upper side which bears also hairs. The ‘unfoldin-' cells ‘ 
lie as usual upon the upper side. “ 

» limitation of the stomata to the upper side, as this is the rule in this kind of leaf. 

Stahl, Regenfall und Blattgcstalt, m Annales du Jardin botaniquede Buitenzorg. xi(iS93\ p.151. 
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of the leaf-lamina ‘a means for lessening the effect of the impact of rain ’ The 
leaf-blade according to him is made less stiff by the torsion. But the plants in 
question, at least our endemic ones, do not grow under conditions which would 
render a special protection against raindrops as of much importance, and the 
leaves are by their conformation no more set out for protection against raindrops 
than are those of other monocotylous plants growing in the same locality for 
example Convallaria majalis. The leaf-lamina of Melica nutans is moreover no 
broader than that of many other grasses with leaves which are not inverted. 
Pharus brasiliensis possesses a stalk-like narrowed portion of the leaf-surface which 
can throw off the raindrops from the leaf without any inversion of it. We find 
further in other grasses that the leaf-blade is often only vertical or, as is often the 
case in Brachypodium pinnatum, is only twisted in its upper part. According to 
Stahl’s hypothesis it would be difficult to understand how these leaves can change 
their structure. That in Alstroemeria, for example, the flat leaf-stalk, which is 
nothing else than the lower narrowed portion of the blade, should attain by the 
torsion a greater mechanical capacity cannot be denied. 

B. Dicotyledones. 

Among Dicotyledones, apart from the above-mentioned Compositae, 
I know of a torsion of the leaves only in some Australian species of 
Stylidium—S. pilosum and S. reduplicatum 

Stylidium. The stomata here lie upon the morphologically upper side, the 
lower side is covered by a many-layered thick-walled epidermis, a construction 
which is favourable to the protection of the bud. After unfolding a torsion takes 
place somewhat early in S. reduplicatum, later in S. pilosum. There are species 
of Stylidium with bilateral as well as with rolled leaves, and the explanation 
advanced above for the grasses would appear here also to be the most natural. 
Stahl’s hypothesis is evidently inapplicable to this case. 

II 

OUTER DIFFERENTIATION OF THE LEAF 

The configuration of small scale-like leaves is very simple; the leaf 
exhibits no segmentation, and there may be only a leaf-surface. Usually, 
however, we find the leaf is composed of a leaf-blade —the lamina, a /?«/’- 
stalk— petiole, and a leaf-base. In the leaf of Juncus there is only the 
cylindric leaf-Jamina and the short sheath-like leaf-base which serves as 
a protection to the bud. 

The Leaf-dase. 

In Monocotyledones, such as grasses, which have a long persistent 
intercalary growth of their internodes, the leaf-base is developed into a 
long sheath investing the internode of the shoot-axis, and giving the 


‘ Bums, Bcitriijje zur Kenntniss der Stylidiaceen, in Flora, Ixxxvii (1900), p. 337 - 
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necessary support to the still soft plastic tissue of the internodc which has 
not yet grown out. In Dicotyledoncs also we find the leaf-base is the 
more developed the more it has a protective function. We may recall here 
the massive development of the leaf-sheath which covers the dense inflor¬ 
escence-buds of such Umbelliferae as species of Archangelica, Heracleum, 
and others which possess large umbels. When hypsophylls and stipules are 
described this subject will be referred to again. In this place I shall only 
mention one case which shows an apparent exception. 

Leucojum. Narcisstis. The leaves of Leucojum, Narcissus, and 
other like genera have a closed leaf-sheath, that is to say, it completely 
surrounds the shoot-axis ; only the leaf in whose axil the flower develops 
possesses an open one—a behaviour quite different from that which one would 


expect. Any transverse section of a bulb (Fig. 

195), however, shows that the construction of 
the foliage-leaf, which is axillant to a flower, 
is conditioned by considerations of space. The 

bulb consists of leaves which are packed ex- //////j //)') 

tremcly closely one upon the other. In order y JJIII 

to provide room for the flower-bud, the base 

of its axillant leaf is not amplexicaul; if, how- 

ever, no flower-bud comes to development, then c.. * 

.\ \ t c sr \ no. Narcissus pociicus. 

tne Icat lorms a closed sheath. Between the Bumin transverse section: / 

- •'•'of inllorvscence: Ey axillant leaf ol 

lormation of the axillary bud and this diverge having an open 

- , Iraf-basc. MugniGcJ 

conlormation of its axillant leaf there is evidently 

a causal connexion. Whether it is caused only by a mechanical relation¬ 
ship of space 2, or in other ways, can only be settled by experiments, but 
the processes which go on inside the bulb are very difficult to test. 


Fig. ig.s. Narcissui pociicus, 
BullMn transverse section: J% akis 
of inllorescence: Ey axillant leaf of 
iiinorescvnci**axi« having an open 
Iraf-base. MugniGcJ i. 


The Leaf-stalk. 

The leafstalk is an arrangement for bringing the leaf into the most 
avoumble lie in regard to light, besides it enables the leaf-lamina to lessen 
e effect of the impact of wind and rain. The function which in many 
p ants IS assigned to the cushion, which is formed at the base of the leaflets is 
so fully treated of in physiological textbooks, that I may pass over it here 

hv the basal portion of the leaf-lamina. 

coVtu3";;r„r" surface-development, is easily followed in nrono-' 

Palmt ‘"fMonocotyledones- 
Palmae, Aro.deae, Sc.tannneae, and Dioscoreaceae. In other families it 


^ Otherwise developed as a foliage-leaf. 

’ In that the early development of the axillary 
from developing itself round about the shoot-axis. 


bud hinders the 


prinxordium of ihe 


axillant leaf 
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occurs only in individual forms. In not a few, however, we can recognize 
that the base of the lamina is differently organized from its upper part, and 
in many grasses this is strikingly seen, for the ear-like base of the lamina 
evidently offers stronger mechanical resistance than it would do were it 
flat ^ and its anatomical construction also appears to be different. 

Xerotes longifolia. In Xerotes longifolia, one of the Liliaceae, the 
lower portion of the leaf-lamina is bent into the form of a channel (Fig. 
196, 4, 5), the upper portion is flat. In this way there arises a kind of stalk 
without the form-change essential to the stalk, and it is easy to satisfy 
oneself that this stalk-like portion is stiffer than the upper portion of leaf- 
lamina to which it serves as a stalk. 

Phormium tenax. The leaves of Phormium tenax and other species of 
the genus have a much nearer approach to the formation of leaf-stalk (Fig. 

196,1-3). The lamina is in the 
upper portion flat, lower down 
it is narrowed and retains as 
a stiffening aid a keei-like pro¬ 
jection (Fig. 196, 2, F)^ which 
is scarcely visible in the upper 
part (Fig. 196, i, F), and in the 
portion of the leaf close to the 
leaf-base the keel diminishes 
again (Fig. 196, 3, F). 

Numerous other examples link on with these :— 

In Alstroemeria psittacina (Fig. 194), Funkia (Fig. 220), and others, the 
leaf-stalk appears as the narrowed leaf-base, and in correspondence with the 
claims of greater mechanical resistance is thicker than the lamina, and also 
has a slightly different arrangement of its tissue. 

Amongst Dicotyledones analogous examples may be mentioned, foi 

example, in species of Plantago. 

The existence of a leaf-stalk and the length which it reaches has always 
a relationship to the structure and size of the leaves ^ and also to external 
factors. When hypsophylls are discussed it will be shown that in many 
plants the length of the leaf-stalk in the upper regions of the stem is veiy 
much diminished, and when we consider the behaviour of the species within 
one genus, we shall not infrequently find that those which grow in shady 
localities are provided with leaves having leaf-stalks, whilst those which 
occur in sunny localities have no leaf-stalks. The relationships of size, 



Fig. 196. i-3» Fhormiam tenax. 4, 5. Xcrotrs longifolia. 
Leaves in transverse section. F, wing*like powth on the 
under side of the leaf. Explanation in the text. Natural size. 


■ In Bambusa the ba« of the lamina is so narrowed that it can easily twist. In Pharus. 

Anomochloa. and others, there is formalion of a conspicuous stalk. 

> A very thick leathery leaf of a considerable size can do without a stalk better than a soil . 

for example in Coccoloba pubescens. 
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however, must always be borne in mind ; a small leaf can do without a leaf¬ 
stalk better than a large one—compare for example Saxifraga rotundifolia 
and S. granulata, both of which have stalked leaves, with S. Aizoon 
and S. longifoUa which have vinstalkecl leaves; or the rock-species of 
Edraianthus, which have un^talkcd leaves, with Campanula rotundifolia, 
C. latifolia, and others which have stalked leaves. One mu't not expect 
to find here strong far-reaching relationships, because 


that unknown quantitj- — the ‘specific constitu¬ 
tion ’—always enters into the problem. Aposeris 
foetida, for example, although a very marked shade- 
plant, has unstalked or vci)' shortly stalked leaves; 
the pinnatifid lamina is narrowed downwards, and 
one might consider this lower portion of the leaf- 
lamina as a kind of expanded stalk, but in general it 
appears to me that the leaf-stalk is ‘ attuned ' to a 
less light-intensity than is the lamina as it always 
tends to elongate considerably in etiolated plants. 
In such etiolated plants the formation of a stalk 
takes place, and the several lobes of the lamina are 
separated by the elongation of the intermediate 
portions, and thus the leaf takes altogether a different 
habit (Fig. 197). 

If now we consider the leaf-rosettes of Trapa 
and other plants which swim on the surface of the 
water, we shall sec that the formation of leaf-stalk 
in the inner strongly illuminated leaves is restricted, 
but in the older ones, which are shaded by the 
others, formation of leaf-stalk is favoured, so that 
the relationship of the formation of leaf-stalk to 
light becomes very clear. 

In the larger leaf-surfaces of land-plants the 
greater mechanical demands made upon the leaf¬ 
stalk bring about its stronger construction, and there¬ 
with comes a greater deviation from the configuration 
of the leaf-lamina. 



Pic. ig/. foetida. 

I, rtiubicO leaf in whicli ihc 
basal part is greatly cion- 
gatec], ami the leaf has’bccome 
'stalked' whilst thi* several 
loU's of the lamina are sena* 
rated. normal leaf. Half 
natural sue. 


For the view that the leaf-stalk of the leaves of Spermophyta is 
nothuig else than a narrowed and greatly elongated portion of the 
Icaf-lamma we have not only the support of the cases amongst the 
Monoco yledoncs described above and the fact that the formation of 

Ind “1'° of compound leaf 

and they then arise as lateral outgrowths of the leaf-lamina, but also this 



‘ See Part I, p. ,38. 
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that the leaf-stalk attains its significant thickness, and thereby the form by 
which it differs markedly from the lamina in most cases only by the longer 
duration of secondary cell-divisions in its ground-tissue*. The arrange¬ 
ment of the vascular bundles in the leaf-stalk is closely connected with this 
divergent conformation. This point is involved in the consideration of the 
development of the whole leaf, and will therefore be referred to on a subse¬ 
quent page-. 

Ill 


DEVELOPMENT OF THE LEAF 


A. HISTORY. 


So early as in the pages of Malpighi (1686)® we find some account of the 
history of development of the leaf. After depicting in characteristic fashion the 
form-changes exhibited by the bud-scales which follow one another in an opening 
bud—the ‘ folia caduca,’—he examines the development of the foliage-leaves—the 
‘ folia stabilia.’ He does not distinguish the vegetative point from the youngest 
primordium of a leaf\ 

The investigations of Kaspar Friedrich Wolff (1759) were more far-reaching. 
He recognized that the leaves arise upon the projecting point of the stem above 
the youngest primordium, and that on this point there is no differentiation of tissue 
visible. Here at the vegetative point®, the leaves arise by the exudation of the 
‘ succus nutritivus ’ whose outflow is not restrained by the epidermis or rind. He 
recognized the ‘acropetar arrangement of the leaves, distinguished between 
primordial stages and stages of permanent construction, and knew further that 
divided leaves arise through the branching of originally simple primordia. The 
midrib according to him appears first. Upon it there arises by exudation a clear 
margin, the leaf-lamina, on which then by further exudation the foliola spring. 

The investigators who followed Wolff at a much later time occupied them¬ 
selves primarily with the question whether the growth of the leaf was from above 
downwards, basipetal, or from below upwards, acropetal. At first, however, no sharp 
distinction was drawn between the different phases of growth as they were later 
established by Sachs, especially between the embryonal phase, in which the tissue 
is merisiic but increases little in volume, and the phase of elongation. Amongst 
the older works upon this subject—putting aside speculation unsupported by 


' See Deinega, Ueitrage zur Kennlniss der Entwkklungsgeschichle des Blattes und der Anlage der 
Cefassbundelt in Flora, Ixxxv (1898), p. 439. 

8 p 3 v 8 ^ Malpighi, Opera omnia, Londini, 168O. 

• He sums up his investigations thusNaturae pariter methodus in producendis stabilibus foliis 
mirabilis est. Prime enim costula seu petiolus, carinae inslar hnmore turgidns 
manifestntur e quibus probabiliter sacculorum seu utriculorum transversalmm 
(i. e. the secondary veins with the leaMamlna) nt in ammahum pnmaeva ^ j 

Patent autem deduct© novo alimento, quia complicata sacculorum moles, snbmtrante succo. ,, 

et ita folii latiludinem et laxitatem conciliat.’ Malpighi, op. cit., p. 30- „e„eratim 

» ■ Ne Omni momenta opus sit largam dcscriptionem instituere heeat vocar haec 
puncta vegetationis vel superficies vegetationis.' K. F. tVolff, Theona gcncratioms, Halae. I 759 - 
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investigation such as that of de Candolle ‘ and others—we find those of Steinheil. 
Mercklin, Schleiden, Trecul, and others. 

Steinheil (1837)* found that the leaf grows from above downwards. The 
point is then the oldest part but in the compound leaf the upper leaflets are the 
youngest. 

Schleiden (1843)* maintained that the leaf shoots out as it were from the axis, 
that the point is the oldest, and the base the youngest, and this led to a lively 
discussion. 

Mercklin (1846)* supported Schleiden’s view by a series of investigations. 

Nageli {1846)* took up the opposite side, and in order to realize Schleiden’s 
idea of tracing the history of the formation of the leaf in that of its single cells he 
commenced his investigations into the lower plants, the Algae and the Musci, 
whose simple organization allowed of an examination of the succession of cells. 
That the leaf is here not thrust out of the axis, but arises from a single superficial 
cell, showed Schleiden’s theory, at least for the cases which had been examined, 
to be untenable. Nageli proved :— 

‘(i) that the peripheral cell-formation, that is to say formation at the apex 
and at the margin, proceeds from above downwards, and that the base of the leaf 
is laid down first, the apex last. 

‘(2) that the intercalary cell-formation which follows upon the peripheral 
cell-formation ceases sometimes first at the base, sometimes first at the apex, some¬ 
times all at once throughout the whole leaf. 

‘ (3) that the elongation of the cells may proceed either from above down¬ 
wards, or from below upwards, or may take place equally all over.’ 

Amongst Phanerogamac the leaves of Utricularia, Astragalus, and Myriophyllum 
were examined, and it was shown that in Astragalus and Myriophyllum the lateral 
leaflets are laid down in basipetal succession. According to this the leaf then 
possesses originally an apical vegetative point (embryonal tissue), but it may be the 
first to pass over into permanent tissue, whilst at the base of the leaf cell-formation 
takes place freely, inasmuch as the tissue there retains its embryonal character 
(vegetative point-tissue). In a later work upon Aralia spinosa* Nageli explained in 
detail the leaf-growth of the Phanerogamac. 

Trecul (1853)’ by his extended investigations, although they did not concern 


i, Paris. 1854. p. 354. 2nd English edition by Kingdon. 

ser. ^vii? sr*feuillcs, in Annales des sciences naturelles, 

U ‘> 5 ’ >S 49 . p. 26 i. 

5 observ^ations 

p* 36 p^ appendicuhires, m Annalcs des sciences naiurelUs, scr. a, xviii 

* Entwklcelungsgcschichtc der Blattgestalten. Jena, 1846. 

4 ('''"“"“‘■’"'“'■e Botamk. 

Untcr- 
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this cell-formation, brought to light a large number of valuable facts, of which we 
may note here that the process of leaf-formation in different plants, even those nearly 
allied, may be very different. That, for example, the development of the lateral 
members takes place sometimes in acropetal manner, sometimes in basipetal manner, 
or from the middle both upwards and downwards. His error in considering that the 
leaf-sheath was the first to arise was later corrected by Eichler. The leaf-sheath 
is only differentiated at a late period from the leaf-primordium, as one can readily 
see in the leaf of any grass; the base of the leaf does not at once take on the 
character of the leaf-sheath, but the leaf-sheath is only formed by intercalary 
growth out of the basal portion of the leaf. 

Eichler (i86i}’ gave a clear account of these relationships, along with a cor¬ 
rection and an e.xtension of Trccul’s investigations. 

Hofmeister (iS68)- explained in detail the distribution of growth in the leaf, 
and also gave a summary of the development, although this is not very far-reaching. 

At a later date I applied the facts of historical development to the general 
morphology of the leaf, and especially to its metamorphoses I showed that 
a genetic connexion exists between the different leaves—foliage-leaves in different 
forms., hypsophylls, kataphylls—which in the matured condition diverge very widely 
from one another, in other words, the path of development is originally the same 
for all leaves, but in many leaves at an earlier or later period the development may 
proceed along different paths. If we start from the highest differentiated form of 
leaves the less differentiated appear as retarded formation. With the retardation 
there may also be associated a transformation which is all the more far-reaching 
the earlier in the stage of development it appears. 

An outline of the development of leaves will be found exhibited in the works 
1 have referred to, and I shall only further cite here some of the more recent 
investigations. 

With regard to terminology it may be pointed out that Bower® has proposed 
a different terminology from that of Eichler which is made use of in the following 
pages. He calls the whole chief axis of the leaf excluding its branches phyllo- 
podium. This phyllopodium may be differentiated by the varying distribution of 
growth, alike in the transverse and in the longitudinal direction, into different parts 
which behave differently, namely into hypopodium which corresponds with Eichler s 
leaf-base, a middle elongated portion mesopodium which corresponds with the leaf¬ 
stalk, and an upper portion efipodium. 

The history of development of the leaf is of course conditioned by 
the form of the mature leaf, as has been .'^aid already What we call 


' Eichler, Zur Entwickelungsgeschichte d« Hlaltes. mit besonderer Eeriicksichtigung der Nebcn- 
blattbildungen. Inaug. Dissertation, Marburg* ib6i. 

^ Hofmeister, Allgenieinc Morphologic der Gcwachse, Leipzig, 1868, p. 519. „ . ^ 

* Goebel, Beitrage zur Morphologie und Physiologic dcs BUues. m Eotanische Jdung, xxx 
(1S80), p. 7 * 3 ; id., Vergleichende Entwicklimgsgeschichte der Pflanzenorgane, in S 

buch der Botanik, iii (i884}« 

‘ Bower, On the Comparative Morphology of the Leaf in the \ ascular Cryptogams and Gymno 
sperms, in Phil. Trans*, i884* 
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the mature condition is only the terminal one of a scries of stages of develop¬ 
ment which follow one on the other We may say in general that parts 
which have the earlier functions to perform appear the earliest, and in con¬ 
nexion with this we must remember that the foliage-leaves are not only 
organs of assimilation, transpiration, and so forth, but have also to act as 
protective organs for the bud. 

Massart* has stated that those parts of a compound leaf which in the 
expanded condition are smallest, are also the last to appear. This is frequently 
true, but not always. Thus in Acer platanoides (Part I, Fig. i) the low’ermost of 
the five lobes of the leaf are the smallest, and as the development of the leaf Is 
basipetal they arise last; but in Fraxinus excelsior the lowermost pair of leaflets, 
which are smaller than the others, arise first. Retardation relatively to the growth 
of the rest of the leaf-stalk may indeed appear at all stages of development. 


B. GROWTH OF THE LEAF IX GENERAL. 


The primordia of the leaves arise as lateral outgrowths on the vegeta¬ 
tive point of a shoot-axi.s, an arrangement which ensures the rapid develop¬ 
ment of numerous leaf-primordia. We have already seen exceptions to thi.s 
rule in the behaviour of some monocotylous embryos where the leaf- 
development is relatively slow, and of the embryo in Lemnaccae where one 
leaf only is developed, and where the origin of the cotyledon itself^ might be 
cited in illustration, for it arises independently of a vegetative point. We 
shall see hereafter, when discussing the development of the flower, that its 
vegetative point is frequently used up entirely for the flower-leaves*, and if 
there be but one of these we arrive at terminal leaves ■\ If, then, the state¬ 
ment ‘ that the leaves always arise as lateral outgrowths on a vegetative point ’ 
is not altogether true, yet this is true that the leaf-primordia always proceed 
from embryonal tissue. There is no case known in which a leaf-primordium 
has proceeded from permanent tissue, although vegetative points of a shoot 
may arise from this in regeneration®. So far as we know also there are no 
such things as adventitious leaves ’ or parts of leaves, although many authors 
speak of them, for example, in Filicineae. In the Musci the leaf-primordia 
proceed from one cell which is a segment of the apical cell. In the Pteri- 
dophyta this is the case in the Filicineae alone®. In all the other groups 


' See P.irt I, p. 9. 

rolu ««pituhtion et I’innovation en embr>-os^nie vdset.ilc. in Kulietins dc la .Socidtd 

royale de bolanique de Belgique, xxiii (1894). 

veleltiveTolnr,!?.^'^" apogamously and arc forced independently of the 

vcgeutive point oj the shoot are also examples. 

p -^This probably hold, also for , 1 k tooloporcnt of tho Kodril. of .omc Cuco.bitacoao. Seo 
• At least i„ ,ho lep,o.po„„5iaK Fillcmoae „ho,o, ho.veve,, a leaf does oof , f.o „ ovo^, 
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of Ptcridophyta, as well as in the Spermophyta, the leaf-primordium grows 
out always from a group of cells. These pnmordia only gradually attain 
their full size, and there arises at first usually only the primordium of that 
portion of the leaf which will later become the apex, and after this the leaf- 
primordium broadens out laterally because further portions of the vegetative 
point are drawn into its formation, and this may proceed so far that the 
leaf-primordium finally extends completely round the vegetative point like 
a ring. This happens, for example, in the grasses which have a closed leaf- 
sheath and in other cases (Fig. iy8). 

As to the longitudinal extension 
of the primordium of the leaf, we find, 
in vegetative points with close-set prlm- 
ordia of leaves, that not infrequently 
there is no free surface of the vegeta¬ 
tive point left over between them, and 
in such cases the lower portion of the 
leaf-primordium remains frequently united 
with the surface of the shoot, and appears 
in the mature shoot as a leaf-cushion. 
This process is important for the under¬ 
standing of the inferior ovary, and the 
same process is found also amongst lower 
plants, for example in Chara. 

C. DISTRIBUTION OF GROWTH IN THE LEAF. 

{a) Apical Growth and Intercalary Growth. 

The primordia of leaves, whether they spring from a single cell or from 
a group of cells, are primarily composed throughout of embryonal tissue. 
Soon, however, there appears within this a differentiation which in different 
plants runs a different course. Let us, in the first place, recall what takes 
place in the Musci. 

Leaf-tip in Musci. In them the leaf*, apart from many exceptions, is 
composed at its apex at first of a two-sided apical cell, from which right 
and left two rows of segments are cut off’, and thus the foundation is laid 
for the construction of the primordium of the leaf. The capacity of this 
apical cell is, however, limited. In Schistostega (Part I, Fig. 26) its capacity 

segment, nor is the whole surface of the segment, as in the Musci. devoted to the formation ^ the 
primordium of the leaf. In the eusporangiate Filicineae plnricellular origin of the leaf-pnmordium 

must take place. P‘ j .k » 

» Wc must remember that the leaves of all Muset primarily consist of one cell-layer, tnat 
where many layers are present, as is the case when nerves and the like are laid down, ese are 

subsequent formations. 



Fig. 19R. Dactylis ^lom«Tata. A, 
live |>oint with Ivaf primnrdia; a, apices of 
primordia; /f, m.irj'm of leaf-primordium 
around the vc^tciation-point. youn? leaf 
differoniiated into l<*af-lamina, 5 /, anq leaf- 
base, s. After Dcinc^a. 
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disappears early, but the cell itself retains its form for some time. Wc see in 
Fig. 26 of Part I, on the right, that already the apical cell of the leaf-primor- 
dium, which consists of thirteen cells, has grown out to some extent—an 
indication that it has expended its capacity for division, and that its phase 
of elongation has now set in ; 
but in the basal portion of the 
primordium, which is still 
small, as we may sec by a com¬ 
parison with the figure stand¬ 
ing on the left, the cell-division 





and growth are still m progress. The growth and the differentiation of 
tiMue which IS very simple in Schistostega is ended sooner at the apex 
than the base. Is this a meaningless phenomenon? In my view this 
phenomenon, which as we shall see is widely spread elsewhere, is connected 
with the fact that the leaf-apices have first to serve as protection to the bud 
because they reach furthest outwards, and we have seen in the Musci that 
the leaf-tips in plants inhabiting dry places are prolonged into diaphanous 
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hair-points, which form a little tuft above the stem-bud. The growing 
portions are, however, covered over and protected within the bud. 

Forerunner-tips. This precedence of the leaf-apex appears specially 
prominent in a number of climbing plants, and Raciborski’ has recently 
shown the biological significance of it to them. It lightens at first the 
weight of the shoot, which is in search of a support in its revolving nutation, 
and consequently makes possible a much stronger growth in length of this 
shoot out of an equal amount of available material. RaCiborski designates 
the early developed apical portion of the leaf tha forerienner-iip (Figs. 199, 



Fig. 201. Bcnincasa ccrirera. I. youn^ leaf; the rorcninncriip, K precc<lc$ markedly the development ofthe 
lamina. 11 , mature leaf: the di^itinciion of the forerunner tip hardly visible. HI, branched tendril in juvenile 
state : no vegetative point of a slioot is visible between the two tendrils, wen at the apex of the larger tendril 
the tissue is still embryonal; vascular bundle. I, magnified 9. U, natural size. 


200, V). On the young leaf (Fig. 200, III) the forerunner-tip is essen¬ 
tially complete in development, and is almost twice as long as the primor- 
dium of the leaf-lamina L, which is still very small, but this, as a comparison 
with the older leaves shows, grows afterwards, whilst the forerunner-tip 
exhibits only an insignificant elongation at its base. The leaf-apex in 
a compound leaf shows the same features. In Fig. 201, which illustrates 
the development of the leaf in Benincasacerifera the precedence in develop¬ 
ment of the leaf-apex over the leaf-surface is very strikingly shown, and by 
this the leaf in its young condition has quite a different appearance from that 
which it has when mature. Rhodochiton volubile shows similar features. 

VVe must look for the significance of the forerunner-tip in the protec¬ 
tion of the vegetative point apart from considerations of the importance of 
reduction of the leaf-development for the rotating shoots of climbers ; and 


* KaCiborski, tJber die Vorlauferepitze, in Flora, Uaxvii (1900), p. i. The statements of Criiger 
and others are dealt with here. 
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then when the forerunner-tip contains chlorophyll it can carry on the func¬ 
tion of assimilation as well as those of respiration and of transpiration until 
the leaf-surface has attained a sufficient extent to take up the work. 

Plug-tips. The rapidly drying-up leaf-apices of the unfolded leaves 
of Musa which may sometimes be as much as ten centimeters long, and 
which were formerly erroneously described as a kind of tendril, as well as the 
smaller similar structures w hich arc to be found in the Zingiberaceae, in some 
Aroideac, and elsewhere, are in my view structures which serve to close the 
bull, and which may be termed plug-tips. With them we may reckon the 
stipules and ligules which will be mentioned below The leaves of all 
these Monocotyledones have a lamina which is convolute in the bud. The 
somewhat cylindric apical prolongation on the one hand closes each convo¬ 
lute lamina above, and on the other hand fills up the .space formed by the 
convolution of the leaf which stands immediately above it, and in this way 
there is produced a long thin plug which, growing proportionately with the 
space, pushes itself upwards. In correspondence with this we find in 
Hedychium Gardnerianum, for example, that this closing body is provided 
with somewiiat long hairs, and in some Aroideae. for example Colocasia, 
there are at the leaf-apex water-slits from which drops of water exude. 
Where the apices of the leaf-tips in toothed or otherwise segmented leaves 
pour out a secretion within the bud •, it is open to us to suppose that this is 
not merely the excretion of superfluous by-products, but that there is here 
a provision of a special protection for the young parts. The precedence in 
growth of the leaf-apex becomes frequently evident also through the fact 
that the first hairs appear upon it, and these have evidently to do with 
its protective function. 


Measurements. Sonntag ^ has given some measurements from which I extract 

a few figures. They give the length which the primordium of the leaf has reached 

when the apex has completed its growth, whilst embryonal tissue is still visible at 
the base:— 

Amongst Gymnospermac we have— 

Taxodium distichum.0-2 mm. 


Picea excclsa.0-29 mm. 

Abies pectinata.0 32 mm. 

Pinus silvestris.mm. 


Similar figures have been obtained from a number of MonocotyUdones. In 
Phragmitis communis, whose leaves reach a length of as much as half a meter, the 
primordium of the leaf at the end of its apical growth is only half a millimeter long, 


1 S u iUustralions of plug-iips see Goebel, id Flora, Ixxxviii (1901), p. 470. 

b Anatomic der an Lanbblattem, besonders an den Zahnen derselbcn 

'orkotnmenden Sekretionsorgane, in Pringsheim's Jahrbiicher, x ;i876), p. 119. 

Sonntag, 0 b« Dauer des Schcitelwachsihnms und Entwickhmgsgeschichte des Blattes. in 
rnngsheim s Jahrbucher, xviii (1887). 
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and from this we may conclude that the leaf attains its size mainly through inter¬ 
calary growth and stretching of the cells. 

Amongst Dicolyledones the relationships are more manifold, as is also the 
construction of the leaves. The following figures are instructive_ 


Ruta graveolens.0-58 mm. 

Juglans cinerea. o-6 mm. 

Geranium Robertianum . . . 1*75 mm. 

Ailanthus glandulosa .... 2-91 mm. 

Anthriscus silvestris .... 4-5 mm. 

Archangelica officinalis . . . 15.0 mm. 


Still larger numbers could be obtained if the Droseraceae, about which we 
shall speak presently, were taken into consideration. 

Guarea. We shall hereafter deal with the sequence of origin of the lateral 
members of the leaf. The peculiar features of Guarea, one of the Meliaceae, 
which was formerly considered to be in a line with many ferns, will only be 
mentioned here. Its pinnate leaf unfolds at first only a portion of its pinnae—the 
lower ones; in the next vegetative period new pinnae appear at the leaf-apex. 
According to Sonntag this is not a case of long-lasting apical growth of the leaf. 
The leaf, as in other cases, is laid down tn Mo, and its capacity for development is 
closed therewith. It is only the time of unfolding which is periodic. The basal 
three to four pairs of pinnae unfold in the first vegetative period, whilst the rest 
unfold in the succeeding one. How far these peculiarities are connected with the 
conditions of the life of the plant is at present unknown. 

The behaviour of the leaves of the Spermophyta about which we have 
just spoken, is in marked contrast with that of the leaves of Filicineae in 
which the embryonal tissue occupies the apex during the whole duration of 
the development of the leaf, and only in the end passes over into permanent 
tissue. It would be an error, however, were one to ascribe apical growth to 
the leaves in Filicineae alone. 

Apical growth in Spermophyta. In some Spermophyta the leaf is 
marked by its apical growth, inasmuch as the apical portion during the 
whole period of the building up of the leaf retains its embryonal char¬ 
acter. In such cases we find, just as in the Filiccs, a ptyxis different 
from that which is otherwise usual in the Spermophyta. The leaf is 
circinate, and the embryonal portions arc thus brought into a position in 
which they are protected by the older and more resistant parts. We see 
this in Drosophyllum (Fig. 202), in which genus the leaf is revolute, and 
also in some other Droseraceae, for instance Drosera binata and D. dicho- 
toma^, in which the leaf-apex is involute. The like may be observed in 
a number of Utricularieae. That the distribution of the growth-area is not 


^ As well as of the Lycopod ineac and Lquisctaccae. 

^ In other Droseraceae the duration of apical growth is much shorter. In the Filiccs also like 
cases are found. 
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determinant of the leaf-form is shown for example by the fact that in Byblis 
gigantea—which has hitherto been erroneously reckoned by the systematists 
amongst the Droseraceac—the leaves are quite like those of Drosophyllum, 
but possess a very marked intercalary growth, and in correspondence there¬ 
with have no circinate ptyxis'. The ptyxis of the leaves depends in my 
view partly upon the distribution of the growth in the leaf-development, 
and partly upon the amount of space available in the bud. A superficial 


examination of some leaves which 
have laterally involute ptyxis shows 
that they are always leaves which re¬ 
tain for a long time embryonal tissue 
and grow at the margin —mutatis 
mutandis —we have here the same 
relationships as are found in leaves 
which are involute at the apex. But 
the influence of space-relationships 
appears in this, that a leaf in whose 
axil at a very early period a bud 
arises is hindered by the bud from 
assuming the ptyxis which it would 
otherwise do by its growth. The 
ordinary foliage-leaves of Caltha 
palustris, for example, are in the 
bud laterally involute ; those, how¬ 
ever, which subtend a flower-bud 
are spread out flat^ 



{b) The Inception ok the Leaf-Surface in Spermophvta. 

In what we have said above we have dealt with the distribution of 
growth in the primordium of the leaJ in general. We must now briefly 
deal with the laying down of the leaf-surface. The process is relatively 
simple where the leaf is from the first laid down as a flat structure which 
attains its mature configuration by a uniform stretching of the embryonal 
tissue in the transverse direction. Where, however, at a very early period 
a portion thickens into a midrib, and is thus separated from a thinner part 
which is devoted to the making of the lamina, most complex relationships 
ensue between embryonal growth and stretching. The types which have 
been created around which to group the forms that are exhibited show 


‘ By thU character young planU of Byblis gigantea can be readily recognired at first sieht from 
those of Drosophyllum. See F. X. Lang, Untersuchungen iiber Morphologic Anatom c nnfs,l 
entw^lung von Polypompholyx und Byblis gigantea, in Flora, bcxxviii (igoi). p 149 

Sec Amoldi. Ober die Ursache der Knospenlage der Blatter, in Flora, Ixxiif (1900), p. 453. 
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many transitions, and their limitation is consequently more or less arbitrary. 
The categories framed by Prantl ’ are quoted here in illustration. 

He distinguishes:— 

(1) Basiplastic type. The stretching takes place at the apex of the primarily 
uniform embryonal primordium, and proceeds downwards therein until nearly the 
whole of the active meristem disappears. This is found in the Musci, Lycopo- 
dineae, Coniferae, with the exception of the genus Ginkgo", most Monocotyledones, 
a number of Dicotyledones with simple leaves, such as Sempervivum, Erica 
Tetralix, Gentiana asclepiadea, and the Asclepiadeae. Where, as in Dicotyledones, 
feathered veins occur, a strong midrib is first of all differentiated, and this is 
accompanied (Fig. 199, II) both right and left by meristic tissue, which passes 
over into stretching-tissue successively in a basipetal direction, and at the same 
time simultaneously in a transverse direction. In other leaves which may be 
assigned to this type there appear basipetally in the meristem branchings which 
become leaf-teeth as in Salix, Celtis, and Prunus avium, or pinnules as in Cepha- 
laria leucantha, or lobes as in Bryonia and others (see also Fig. 201). 

(2) Pleuroplastic type. Where the meristem is marginal the leaf-apex does 
not pass into the permanent condition so rapidly as it does in the basiplastic type. 
Of simple leaves may be mentioned those of Aristolochia tomentosa, Rhamnus 
Frangula, and Syringa vulgaris. The transition into the stretching-tissue takes place 
in the whole tissue arising out of the meristem at nearly the same moment, only 
at the margin some cells remain for a longer time in the meristic condition. Where 
branchings take place these proceed in acropetal succession as in Quercus, Corylus, 
Tilia, and others, but in Ulmus from the middle upwards and downwards. 

(3) Eucladous type. The branchings here do not proceed, as in the two former 
types, only when a portion of the meristem has begun to stretch, but appear at a 
time when the leaf is still one uniform mass of embryonal tissue. This is seen in 
Ginkgo, Juglans, Papilionaceae. 

A sharp limit is not to be drawn between these types, especially 
between the first and second, and the advantage of such a grouping appears 
to me very doubtful. Upon the question of the distribution of the growth 
more will be said in subsequent pages when the leaf-formation in the several 
large groups receives special consideration, and when the relationship of the 
development of the leaf to the course of the leaf-nerves is discussed. 

We find in other parts of plants with limited growth, for example in 
placentas, quite similar differences in the distribution of the growth , and 
far too much weight has been attached to these processes of growth in the 

leaves. 


• Prantl, Studien iiber Wacbsthum, Verzwcigung mii Nervatur der Lanbblatter, insbesondcre dcr 
Dikotylen, Id Berichle dcrdeatschco botaaischen Gcsellschaft, i (1883), p. iSo. 

^ Now no longer to be reckoned amongst Coniferae- 
^ See also Part I, p. 41. 
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1). formation and development of the leaf 

IN THE CHIEF PLANT-GROUPS. 

PTERinOrHVTA. 

1. KQUISETACEAH ANJ) LVCOrODlNEAE. 

The simple relationships of the formation of the leaf in the Equlsetaceae 
and Lycopodineac, where all the leaves are basiplastic, require no further 
mention here. But the formation of the leaf of the Filicineae demands 
notice as it is marked by many characteristic features, although none of 
them, apart from the arrangement of the cells, is limited to the class. 

a. Filicineae. 

The formation of the leaf is in the different forms of this class externally 
very different. One need only recall the contrast between the small leaves 
of some Hymenophyllaccae, where they are less in size than those of some 
Hepaticae and Musci (compare, for example, Fig. 183), and the massive 
leaves of Angiopteris with their stout leaf-stalks. Nevertheless we cannot 
ignore the fact that there is a common path in their development, and this 
appears particularly when we compare not the fully formed but the primary 
leaves of the different forms with one another, and with the pinnate leaves. 
On these primary leaves we see a conspicuous marginal growth^ that is to 
say, the meristic tissue occupies the margin of the leaf, and in association 
therewith a forked branching of the leaf-nerves appears—this only being 
possible where there is marginal growth. Another extreme is seen where 
the primordium of the leaf appears as a structure with conspicuous apical 
groivth, and on it, when branching takes place, the lateral pinnules arise in 
monopodial series. There are not wanting transition-stages between these 
two, especially do we find, for example in Botrychium, that the apex of the 
primordium of the leaf frequently, after it has produced pinnules, passes 
over by lateral shooting into marginal growth and dichotomous branching, 
and in many leptosporangiate ferns we find the dichotomously branched 
leaf is built up sympodially^ This latter process is often considered 
as typical of the ferns, but as opposed to this it may be pointed out that 
within the series of the ferns is to be found a type of leaf-development 
with lateral origination of the leaf-pinnules like that which is observed in 
the fern-like Archegoniatae—the Cycadaceae; and when this occurs, as we 
shall presently see, it is associated with a gradual reduction of the apical 
growth of the leaf-primordium. 

It is evident then that alike in the distribution of the growth and in 
the branching, the development is determined here by the configuration 


* Sec p. 316. 
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which, to speak teleologically, must be reached in the mature condition 
and we find the same in the relationship between the leaf-spindle or midrib 
and the lamina. The more massively developed the leaf-spindle is, the 
earlier is it in general laid down, and therefore the more does the lamina 
appear upon it as a wing-like outgrowth originating at a later period. 
Bower' has attached special importance to the fact that the fern-leaf is 
typically provided with a wing even where, as in the almost cylindrical 
leaf-stalk of Angiopteris and others, this does not appear externally. The 
wings on the lower region of the stalk-like portion of the leaves are shorter 
and thicker than they are above, and may in Osmunda, the Marattiaccae 
and others, broaden at the base into a sheath-like form. If now, as indeed 
cannot be denied, most of these wing-formations appear in correspondence 
with the dorsiventral character and the flattening of the fern-leaf, yet we 
must not forget that all transitions may be formed from the cyhndric wing¬ 
less leaves of Pilularia right up to the leaves of the Hymenophyllaceae, which 
are from the very first laid down as flat structures. In Pteris serrulata, for 
example (Fig. 207, II), the primordium of the leaf is somewhat flattened at 
the apex, but it is almost cylindric. On each side there shoots out upon 
the rhachis, which is first of all laid down, a lamina which is provided with 
wedge-like marginal cells, and these divide by walls inclined alternately 
upwards and downwards. At first the cells, which proceed from this 
division of the marginal apical cells, are devoted to the construction of the 
rhachis, and only at a later period does the further growth of the thinner 
lamina proceed. A leaf which had a thin rhachis would allow the marginal 
cells to pass over earlier to the formation of a lamina. In the Hymeno¬ 
phyllaceae, w’here the lamina is only one-layered’^, the marginal growth of 
the lamina is naturally somewhat different, and the same may be said 
of the thicker, more massive leaf-lamina of the Osmundaceae® and of the 
Marattiaceae. In the relationships of the arrangement of cells, however, 
we find, just as in the case of the thallus of the Hepaticac^ the expression 
of the working of inner factors which have no direct connexion with the 
grosser relationships. We have also seen when examining the Hepaticae 
that in the thallose forms the thallus has a thinner lateral surface and a 
thicker middle part, and that in the larger forms of Aneura, for example, the 
wing-formation may be practically suppressed in the chief axis. Fig. 22 in 
its lower part might, mutatis mutandis, correspond to a transverse section 
through a young leaf of Hymenophyllum; the upper portion of the figure 

' Bower, On the Comparative Morphology of the Leaf in the Vascular Cryptogams and Gymno* 
sperms, in Phil. Trans., 1884; id.. The Comparative Examination of the Meristems of Ferns as 
a Phylogenetic Study, in Annals of Botany, iii (1889), p. 305. 

* Where the lamina is many-layered, as in Trichomanes reniforme, it is not so from the beginning, 
but the layers are the rcsnlt of subsequent division parallel with the surfaces. 

* With the exception of the species which resemble some of the Hymenophyllaceae. 

‘ See p. 21. 
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might be the transverse section of a thick fern-leaf. In the development of 
the fem-Ieaf we meet with the two factors which everywhere confront us: 
on the one hand the relationships to outer factors which find their expres¬ 
sion. especially in the size which the leaves reach, and this supposes again 
definite relationships of organization which determine the developmental 
history; and on the other hand incidents which spiing out of an inner 
influence on configuration, and which, if we consider the end-result, might 
be brought about equally well in other ways. Thus the leaves of the tree- 
fern Amphicosmia Walkerae have just as good a two-sided apical cell * as 
the small leaves of the Hymenophyllaccae up to a certain stage in their 
development; they have not, as has been supposed, a three-sided apical cell 
like the Osmundaceae. 

Marattiaceae. The loaves of the Marattiaceae * are relatively massive, at least 
in the case of Maratlia and Angiopteris. The development of the leaf lias only 
been examined in these two genera, but we may assume that its course is the same 
in the other genera. At the base of the leaf of the Marattiaceae as is well 
known there are stipular formations ^ which are met with elsewhere amongst the 
ferns in Todea only where one ‘axillary stipule’ occurs. The primordium of the 
leaf is circinate at the apex* as in other ferns, and the lateral pinnules arise in 
acropetal succession. The laying down of the loaf-surface is from the first more 
massive than in the Icptosporangiate forms, and the leaf-apex is in Angiopteris 
frequently, perhaps always, not involved in the leaf-formation. 

Osmundaceae. The Osmundaceae conform with this typo in so fitr as all 
the parts of their leaf appear in acropetal succession, and tlie marginal growth, so 
characteristic of the loaves of other ferns, appears only relatively late at the apex of 
the leaf and of the pinnules which are further divided. The presence of a three- 
sided pyramidal apical cell may, as in the case of the thallose Hepaticac,* be con¬ 
nected with the more massive construction of the leaf. But as the leaves of the 
tree-fern Amphicosmia Walkerae have a two-sided apical cell and those of Todea 
superba, which are not very large and are of delicate construction, have a three- 
sided one, the character is evidently racial. 

Leptosporangiate Filicineae. In the leptosporangiate ferns* which have 


‘ Bower, The Comparative Examination of the Meristem of Ferns as .a Phylogenetic Study, in 
Annals of Botany, iii (iSSg"), p. 305. 

* Bower, On the Comparative Morphology of the Leaf in the Vascular Cryptogams .and Gymno- 
sperms, in Phil. Trans., 1S84. 

* The ‘ stipular scales ’ which occur one upon each side of the leaf-base in Ccratopteris thalictroidcs 
are really scale-hairs of special construction, and are found also upon the stalk and l.amina of older 

Entwicklung dcr Parkeriace.ae, in Nova acta der kaiserl. Lcop.-Carol. deutscheu 
Akademie dcr Naturforschcr, xxxvii (1875), p. 29, 

* The arrangement of the cells at the apex is like that at the apex of the root of the Marattiaceae 
that is to say, there are many initials, but in Marattia there is often, although not alw.-iys. a three- 
Sided apical cell. For further details see Bower, op. cil. 

* See p. 21. 

* The works of Hofmeister, Kny, Sadebeck, and Prantl, which are mentioned in all textbooks 
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been carefully examined, we 6nd that the leaf-primordia which proceed from one 
cell, have at first a two-sided apical cell (see Fig. 173). which, in ferns like Pilularia, 
remains for a somewhat long period because the leaf has a cylindric configuration 
and is unsegmented. Pilularia has leaves which are traversed by only one conduct¬ 
ing bundle. In ferns whose leaves are developed as flat expansions the course of 
the nerves of the leaf, and the branching of the leaf itself which is connected with 
these are of special interest. When speaking of the primary leaves of the ferns' it 
was shown that the nerves of the leaf are dichotomously branched and Fig. 92, 5, 

Part I, which represents the leaf of 
.\splenium viride, shows clearly that 
its pinnules are the result of repealed 
dichotomous branching. In the leaf 
represented in Fig. 92, 4, Part I, on 
the other hand, only one dichotomy 
has taken place. Fig. 203, which 
represents a leaflet of Allosorus 
crispus, shows clearly also the di¬ 
chotomous branching. This dicho¬ 
tomous branching may likewise be 
found by careful developmental in¬ 
vestigation in many cases. The 
meristemis on the margin, andretains 
its embryonal character over the cells 
arranged in longitudinal rows which 
are to give rise to the leaf-nerves, 
whilst the cells which lie between 
these pass over at an early period into 
permanent tissue. We do not, how¬ 
ever, find this in every case. Where 
we have to deal with elongated leaves 
provided with numerous lateral parts 
there is developed a uniform, con¬ 
tinuously growing apical meristem. Fig, 204 shows the leaf-tip of Adiantum Edge- 
worthi. At the apex is a two-sided apical cell which is not visible in the figure owing 
to its small size. The leaflets are laid down as lateral outgrowths beneath the apex 
which continues its growth. They branch dichotomously and finally in feeble 
leaves the leaf-apex itself passes over into the same conformation as that exhibited 
by the pinnules. We observe, then, that in this characteristic marginal growth we 
have, as in many prothalli of ferns, the wedge-shaped apical cell replaced later by a 
group of meristic marginal cells. If we conclude ’ from these and from other facts 
—for instance the frequently ‘ abnormal ’ forked division of the leaf of different 
ferns which do not show the ‘ normal ’ features—that the branching of the fern lea 


give particulars of these, as do also the memoirs of Bower. Here the details of the arrangement of 

the cells cannot be discussed. * See Part I, P' * 5 *- 

» Goebel, Ober die jugendzustande der Fflanzen, in Flora, Ixxii (1889), p. ao. 



Fig. 20$. Allosorus crispus. Outline of a leaflet. The 
brandling is clearly dichotomous. The apex has divided into 
lobes I and 2 of which i is the stronger and continues i\u- 
growth, 2 forms a lateral lobe. Below we haw lobes s and 4 
which have been similarly formed. The lcaf-$pindlc(rhachis), 
is only a slightly broader portion of the lamina which is 
subsequently mechanically strengthened. Magnified. 
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exhibits the primary and now partly lost type we must remember that tliis is in the 
meanwhile nothing more than a hypothesis against which many other facts might 
be quoted. What appears to he more important is that we have the relation¬ 
ship above mentioned between lateral branching and dichotomy, from which we 
learn that in all ferns the lateral primordia of the pinnae appear on the primordium 
of the leaf and that if the leaf is a greatly elongated one the lateral parts are laid 
dawn in rapid succession, hut where surface-growth predominates then there is dichoto¬ 
mous branching, and there is no formation of a strong leaf spindle or midrib. In some 
cases, as, for example, the Gleicheniaceae 
where dichotomy has been assumed, it is 
in error. 

In ferns where the leaves show a 
strong rhachis developing for a long 
time by monopodial growth the la¬ 
teral leaflets frequently have a relation 
in their configuration to the circinate 
ptyxis of the apex of the bud. This 
is the case in Ncphrolepis cxaltata 
(Fig. 205). Each pinnule of the sim¬ 
ply pinnate leaf has here at its base a 
lobe-like outgrowth which is directed 
towards the leaf-apex. A considera¬ 
tion of the leaf-tip will easily convince 
one that it is these lobes which at 
first cover, on the outside, the circi¬ 
nate apex, whilst the tip of the young 
pinnule itself is concealed beneath 

^ , , . , t * FiC. iii4- AUianlum Edgeworthi. exposed, 

the next older pinnule. By the early Uitcml pnmordia of pSnuules .ue visible. Long hairs 
J , . /• , . . f . O'' ‘•'0 The several pinnules branch 

development of these lobes ‘ a better d.choiomously at the margin at u later period, 

protection to the young parts is made 

possible, as is the case in many Spermophyta where the stipules perform 
a like function -. We may say the same for the special configuration of 
the leaflets of many species of Adiantum, for example A. trapeziforme. It 
will be shown below that even more peculiar relationships are observed in 
many of the Gleicheniaceae, relationships which have been erroneously inter¬ 
preted, through want of consideration, to the standpoint of function. 

Apical Growth in the Leaves of Filices. The apical growth of the 
leaves of many ferns is prolonged over several periods of vegetation. The 
growth of the apex is periodically arrested, and then again resumed at 
a later period. 

‘ In the mature leaf each lobe is in great part covered by the base of tbc one above it, and they 
Are therefore of little moment in assimilatiou. 

* See Part I, p. U5. 
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Nephrolepis. Some but not all species of Nephrolepis^ show this, but 
it is not observable in their primary leaves. In at least many species, as 
I have satisfied myself is the case in Nephrolepis exaltata, it is possible to 
recognize the limits of the several yearly growths by the diminution in size 
of the pinnules. In old leaves I found the leaf-apex, which is still circinate, 
finally dried up. 

HymenophyUum. Many species of Hymenophyllum, for example 
H. interruptum, H. Karstenianum, and H. plumosum, show similar features. 

Gleicheniaceae. The Gleicheniaceae behave strikingly in a like manner, 
and their circinate leaf-tips which are found in the successive resting periods 

have been confounded with adventitious buds. The 
Gleicheniaceae also exhibit some remarkable adaptations 
which have hitherto not received the attention they de¬ 
serve. Of these the most remarkable is the adjustment 
of several pinnules as a protection to the resting apex of 
the leaf so as to form a kind of bud-scales. These pin¬ 
nules have been quite superfluously named ‘adventitious* 
and ‘ aphleboid ’ ^ formations, and Potoni^ ® has conjec¬ 
tured that they are ‘ vestiges of the originally laminar 
expansion of the chief spindle of the leaf.’ But we 
have here neither ‘ adventitious’ structures nor ‘ vestiges,’ 
but only pinnules which, standing next to the resting 
leaf-apex, are constructed as protective organs to it. 
exaiu'ti”'^' is shown Ill Fig. 206, they lie primarily like two 

musscl-shells ovcf it. They are, at least in the relatively 
'***’'' small leaf which is represented, scarcely divided, but in 
other species of Gleichenia they are lobed or cut. The 
larger the resting-apex which they have to protect the larger are these 
protecting pinnules, and they may be absent if it is very small, whilst 
many species of Gleichenia, especially those with a dense covering of scales 
or hairs, want them altogether. The figure shows that the portion of the 
leaf which is directed outwards is furthered Where, as in Gleichenia bifida, 
leaflets appear upon the primary axis of the leaf, at first only upon the 
inner side, we have perhaps to deal with pinnules which are effective as 
protective structures during the period of unfolding®. We do not know 

‘ Mettenius, Filices horti botanici Lipsiensis, Leipzig, pp. 99 and loi. With regard to the 
Hymenophyllaceae, see Mettenius, tlber die Hymenophyllaccae, Leipzig, 1864. 

’ For instance by Sadebcck, Pteridophyten, Einleitung, in Engler and Prantl, Die naturlichen 
Pflanzeiifamilien, 1898. 

^ Potoni^, Lehrbuch der Pflanzenpalaeontologie, Berlin, 1899, p. 119* 

* See Part I, p. 124* i • 1 

^ In one example which I have before roc the chief pinnule begins vrith five lateral pinnula 

standing only upon the inner side, and thereafter follows the usual formation of pinnules upon bot 
sides* 
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what is the connexion between the periodic growth ’ of these leaves of ferns 
and their relationships of life, yet we may conjecture that the further de¬ 
velopment proceeds in moist periods of the year, and that the arrest 
takes place in the dry periods. 

Lygodieae. The leaves of species of the Lygodieae are those which 
exhibit the most prolonged growth in length, and they twine around 
supports. Further investigation is required before we can say that we have 
an ‘ unlimited ’ growth here, and that the leaf only dies down finally by, as 



I, fork of leaf in which is a ' bud * covered by ihc protecting pinna ; A and 
.<4] and ^1, pairs of pinnae of very unequal sue; smaller protecting pmnae: ^ and ^j, pinnae turned 

outwards, larger and more segmented, ll, the same. Ill, protecting pinnae. I and 11, two-thirds natural size 
ijj, natural sue. 


It were, an accident through, it may be, unfavourable external conditions, 
difficulties of water-transport, and so forth 

From what has been said we can recognize in the Filicineae the 
following stages 


ri of leaves is incorrectly described in the most recent account of the 

Gleicheniaceae by Diels, in Engler and Prantl, Die naliirlichen Pflanzenfamilien, 1S98—‘adven- 
tittoiB shoots ’ do not exist in the • forkings ’ of the leaf-axis. The structure found in these 
posuioas IS the conlinuously growing leaf-apex. The ‘forking’ Is the consequence of the two 

piMoles below the circinate persistent leaf-tip developing equally. No species of Glcichenia has 
A cicnotomoQS leaf. 

The primary leaves, like those of other ferns, have limited growth. 
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(i) The germ-plant begins with a cotyledon, which has marginal 
growth from the outset, and it as well as the primary leaves—which only 
for a short time have apical growth from a two-sided apical cell—show 
dichotomous branching or evident dichotomous venation. 

(3) The leaf-apex grows at first monopodially, but after a shorter or 
longer time it passes over into marginal growth, and dichotomous branching 
follows. 

(3) The apical growth persists during many periods of vegetation. 
The leaf forms to a certain extent long growths and short growths, and 
these latter are the branchings of the higher order, which from the outset 

have limited growth. 

Whether this series forms an ascending or 
descending one, or whether we must recognize 
it as simply one construction cannot certainly 
be determined. What is certain is that the 
configuration of the primordium of the leaf is 
connected with that of the mature condition 
in the manner that has been indicated above. 

The relationship that has been pointed 
out ^ between apical growth of the leaves of the 
ferns and their efreinate ptyxis is not alto¬ 
gether without exception. The apical growth 
of the leaf is also not necessarily bound up 
with circinate ptyxis. In Pteris serrulata (Fig. 
207), P. cretica, and P. umbrosa I found the 
laminar portion of the leaf to be straight from 
the beginning, the stalk alone showed a sharp 
curvature so that the leaf-apices of the leaflets 
were all directed downwards^. Nevertheless 
the normal apical growth exists here. I must 
confess that I was astonished to find this, but I believe that we may 
obtain the biological explanation in the consideration of two facts— 
first of all there are a number of segmented hairs developed at a very 
early period, and these cover over the leaf-apex and protect it, and 
secondly the leaf-spindle precedes in development the lamina to a very 
great extent, and the lamina attains even later no very marked breadt , 



Fig. 207. Pleris scrrulau. I, voun^ 
leaf. The leaf-stalk is incu^^e(], the 
lamina is alrea<ly <livided but is not in¬ 
curved. II, young leaf in transverse 
section near the tip of a leaflet. It is 
almost circular. The lamina arises 
later from the marginal cells, L, L. 
The upper side, in correspondence with 
its lie in the bud, is turned downwards. 
Ill, older leaflet in transverse section. 
The precedence in development of the 
thick rhachis over the lamina, L, L, is 
shown. The upper side is in this figure 
turned upwaros, I, natural sire. 11 
and III, magnified. 


" It is*rcmarkable that no one has mentioned the facts, althongh they appear p” 

one of the commonest ferns, bat I may add that Lcszcyc-Snmins i sa)S o . .. jj 

semilata that the primary leaves appear to be circinate. His circinate 

an incurving of the stalk, not of the lamina, and the statement o au uss -ontrovert it. See 

ptyxis in Pteris serrulata is correct, although Leszeyc-Summsk. 

Lcszcyc-Suminski, Zar Entwicklungsgeschichte dcr Farmkraulcr, Ber in, 4 . P- 
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it shoots out to both sides of the almost cyliiidric leaf-stalk, and retains for 
a relatively long period its embryonal character throughout (big. 207), and to 
its protection the hairs are devoted. A leaf-bud of this kind appears only 
in ferns which grow in s[)ccially moist shaded stations, as is the case with 
these species ; possibly also the character is of importance from a systematic 

standpoint. 

The case is different in ferns which at an early period lose their apical 
growth, and in which therefore the circinate ptyxis is wanting. We see this 
in some small-leaved species of Hymcnophyllaceae, as, for example, the 
species of Trichomanes represented in big. 1H3, and some other forms with 
similar leaves. We also find it in T. peltatum and T. Motlcyi, which have 
small peltate leaves tliat pass over at an early period into marginal growth k 
The leaves of Ophioglossum and Hotrychium also have no circinate ptyxisk 

These examples amongst the rteridoph)'ta,as well as those amongst the 
Dicotylcdoncs show that circinate pty.xis is not a systematic character, but 
is one connected with apical growth, although not necessarily so, and that 
it may be constant, more or less, in one scries. 

(/>) SbERMOrHVTA. 

In simply constructed leaves, especially those which have no leaf-stalk, 
there appears to be no segmentation of the leaf-primordium as it develops. 
It is different, however, in more highly membered leaves. The first thing 
that strikes us here is that the leaf-stalk arises relatively late, with which 
corresponds the fact that its work has to be done during and after the 
unfolding of the leaf. The primordium of the leaf appears at first with the 
configuration of a ridge or papilla, and in this condition it is designated 
a primordial leaf. The primordial leaf ne.xt segments into two portions 
which, however, are not separated sharply one from the other, but arc only 
distinguished by the share which they take in the further growth of the 
primordium. That portion which sits upon the vegetative point of the shoot, 
the leaf-base, takes no share in the further differentiation of the leaf-primor¬ 
dium, or at least only in so far as in many plants an outgrowth develops at 
each side of the primordium, and these outgrowths of the leaf-base are 
designated stipules. In many cases the leaf-base acquires a sheath-like 
form, leaf-sheath, especially in the grasses and the Umbelliferae. The 
portion of the leaf-primordium which lies above the leaf-base is the upper 
leaf, and it is from this that the leaf-lamina proceeds. If in the mature 
condition the lamina is segmented, pinnate for example, or otherwise 


ComjMre what is said under pellatc leaves, p. 335. 

* The example of some species of Pteris mentioned above shows that even where there is prolonecd 
apical growth circinate ptyxis of the bud is not necessary. * ** 

’ See p. 310. 
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divided, the divisions come about, apart from the case of palms, by branch¬ 
ing of the upper leaf. The leaf-stalk is everywhere of late origin, and it is 
intercalated between leaf-base and upper leaf, that is to say, it arises from 
that portion of the leaf-primordium which lies between these two, and which 
retains the peculiarity of an embryonal tissue for a longer time. That 
a leaf-stalk is absent in many cases requires as little explanation as the fact 
that there is no sharp limit between the leaf-stalk and the leaf-sheath. In 
what follows the development of the leaf of the larger systematic groups 
will be described 

1 . Gvmnospermae. 

Cycadaceae h The leaves of the Cycadaceae externally resemble in their pin- 
nation those of many Filices, especially in the fact that the pinnules are circinate in the 
bud ; but the whole leaf is not circinate because the leaf-apex passes at a relatively 
early period into the permanent condition, sometimes even before the appearance 
of the pinnules. The pinnules proceed from two wing-like growths of the primor- 
dium which remains embryonal, and in this we have a difference in the development 
of the leaf as compared with that of the Marattiaceae. The available statements do 
not, however, give us a satisfactory view of the duration of the apical growth. 
Sonntag • observed a leaf of Cycas Thouarsii which had a length of about fifty 
centimeters and possessed a circinate leaf-apex with completely embryonal apex, 
whilst in the cases examined by Bower’ this apical growth which was never very 
marked ceased with the appearance of the pinnules. The pinnules appear in 
acropetal succession in C. Seemanni, but in other species they appear almost 
simultaneously, or those in the middle regions of the leaf appear before the upper 
and the under ones, as in C. Jenkinsiana, whilst in Macrozamia Miqueli and 
Encephalartos Barteri the succession of development is basipetal. 

Ginkgoaceae. The apical growth in Ginkgo persists longer than it does in the 
Cycadaceae. The division of the leaves lakes place by actual branching, and there 
is an apical marginal meristem, as in the leaves of many Filices, and the branching 
is clearly dichotomous. 

Coniferae. The simple configuration of the leaves of the Coniferae makes 
it unnecessary to discuss here the development of the leaf. 

Gaetaoeae. The apical growth of the leaf-primordium ceases very early amongst 
the Gnetaceae. This is specially evident in the remarkable ^^'elwitschia mirabilis 
which possesses during its life only two leaves, placed at right angles to the 
cotyledons, and these grow perennially by means of a persistent basal zone 


' See Warming, Undcrsagelser og Belragtninger over Cycademc, in Oversigt over det ^ong^'g 
danske videnskabemes Selskabs Forhandlinger, 1877; Bower, On the Comparative Morphology 

the Leaf in the Vascular Cryptogams and Gymnosperms, in Phil. Trans.. 1884. 

» Sonntag, Uber Dauer des Schcitelwachsthums und Entwicklungsgeschichte des Blaltes, 

Pringsheim's Jahrbucher, xviii (1887), [)- 241. r% fioo 

* In part seedlings; perhaps older plants behave differeatly. Bower, op. cit., p. 
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2 . MOXOCOTVLEDONES. 

DORSIVtNTRAL LEAVES. 

The simple construction and the predominance of intcrcalaiy gioulh in 
the leaves of most Monocotylcdones has been already mentioned . but we 
may here take as an illustration the formation of the leaf of Dactyhs 

glomcrata {Fig. 19^)- , , . u a 

Dactylis glomerata. The leaf i.s composed of a closcJ sheath and 

a lamina. At the point where these join is the membranous ligule. The 

function of the leaf-sheath is to support the internodc which has long 

intercalary growth. If one holds horizontally the haulm of a grass which is 

still in a condition of growth, and from which the Icaf-shcath has been 

removed, it is unable to support its own weight. The ring-like swelling 

upon the Icaf-sheath above its point of attachment may at first serve to 

give a firmer support to the haulm, because it is formed at the point where 

the tissue of the internode is softest. The importance of these nodes for 




Fig. 3oS. Bambu&4 >erticlllAU. L«af in (ransvor^ sretioo; I, 11 , comolutt* laniinn. Ml, hin^r- 

cell arter unroldiiij* of leaf. All maj^niliid. 

the erecting of the haulm is well known and need not be further spoken 
of here. 

The youngest priiuordium of a leaf on the massive vegetative cone has the form 
of a ridge which docs not entirely surround the vegetative point. It is only in the 
second youngest leaf that the primordium takes on the form of a circular wall from 
one side of which the lamina springs, and this side is marked out from the first by 
being somewhat higher than the adjacent part. This side grows more strongly, 
whilst the amplexicaul leaf-base, which at first is very small, develops by inter¬ 
calary growth gradually into the leaf-sheath. The laminar portion only appears as 
sharply separated from the leaf-base after the appearance of the ligule. It is clear 
that this development cannot be crisply interpreted as Trecul would have it—that 
the leaf-sheath is first formed. The primordium of the leaf at the beginning shows 
rather neither lamina nor sheath. The former does not grow out of the latter, but 
both differentiate only in the further course of development. As to the leaf-sheath 
which subsequently becomes the tube, we cannot say that this results from the 
' concrescence ’ of the margins of an originally open primordium of a sheath, as was 


' Soe p. 398. 
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formerly supposed, but only that a ring-like zone of the vegetative point of the shoot 
takes a share in the formation of the leaf. 

Hinge-cells in grasses. A peculiarity of the leaves of grasses may be mentioned 
here because often it is interpreted incorrectly. The lamina in Bambusa has con¬ 
volute pty.xis (Fig. 208), and it remains in this condition for a relatively long time 
until the tissue-formation in the leaf is nearly completed. The expansion of the 
leaf is provided for by special epidermal cells which remain at first 

small, but in the process of unfolding of the leaf grow rapidly and attain a volume 
which is considerably larger than that of the other epidermal cells. These hinge- 
cells are found also in some other Monocotyledones*. 



Fig. ^ 00 . Hcllcodiceros muscivorus. Leaf seen obliquely from above; 
saj'iuatc lobes which branch sympodially in the respective senes s, 3, 4 « 5 » 
Reduced, 


Hy the leaf surface: i and u, two 
6, 7 and 3a, 5 ^, 


Basal Laminar Growth. The leaves of some Monocotyledones have 
a lamina in which growth persists at its lower end. In this way there arises 
a sagittate leaf, such as we find in Sagittaria and some Aioideae. This 
growth is particularly striking in cases where a branching appears, as it does 
in Helicodiceros, Helicophyllum, Dracunculus, Sauromatum, and others- 
Fi<^. 200 we have a representation of the remarkable formation of t e ea 
in Helicodiceros. At first sight it would appear as if two radial leafy shoots 
were springing from the base of the leaf. In reality the leaf-lamma has 

* Their significance was first recognized by Duval-Jonve. Histolaxie des families des Graminies, 
in Annales des sciences natuielles, sir. 6 , i {1875). 
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two lobes, I and which would make it a sagittate leaf, as in many other 
Aroidcae were they to remain simple. But they branch sj mpodiall)', tliat 
is to say a branch, 2. arises out of the base of branch i. branch 3 arises out 
of branch 2. and so on. But these branches are not spread out, as m Sauro- 
matum, in one plane, but are twisted in a ladder-like spiral, so that the leaf- 
lobcs appear as if they were arranged around a central axis. But this 
apparent axis is only the thickened outer margin of the base of the suc¬ 
cessive lobes—an interesting example of how definite parts of the leaf 
become more strongly constructed in proportion as they have stronger 
mechanical claims made upon them. There can be little doubt that such 
a special leaf-configuration has some biological significance if we could only 
discover it. This much is clear, that the whole leaf-surface occupies 
a smaller area than would be the case if the leaf-branches were spread out 
in one plane, and that the spiral arrangement prevents shading by the 
leaf-lobes as they rise above the original leaf-surface. The small space 
which the leaf->urface occupies may be connected with the denser arrange¬ 
ment of the leaves and the shorter length of the leaf-stalk compared with 
other forms like Sauromatum. At least I have found that other Aroidcae 
with a sympodially branching leaf form only one or few leaves, which are 
raised free upon long leaf-stalks, whilst in Helicodiceros the leaves stand 
close together and have relatively short stalks. 

Perfor.ate and Split Leaves of Aroideae. Many other Aroideae 
are distinguished by remarkable formation of their leaves. The leaves of 
Anadendrum medium (Part I, Fig. 97) are distinguished by the formation 
of holes in the lamina, and also by the development of lobes which arc like 
pinnules. The construction of the leaf here may be reached in much the 
same way as in Monstera deliciosa* and its allies, where the tissue lying 
between the ncrve.s lags behind in growth and dries up. If this dying-off 
tissue lies near the laminar margin, and this be thin, it splits outwards into 
limited strips of tissue, and thus arises a feather-like lobed leaf; if the splits 
take place further within the laminar margin there is a hole. The bio¬ 
logical significance of this splitting of the leaf-lamina will be noticed below. 
In the pinnatifid or pinnate leaves of species of Philodendron there is no 
formation of holes, but only of lobes through the stronger growth of single 
marginal portions of the lamina, and in those species of Ajithurium which, 
like A. digitatum, have compound digitate leaves, the leaflets arise as 
branchings from the leaf-primordium in basipetal succession. 

Leaves of Palms. The leaves of palms require special notice. 
Many of them are the largest leaves which we know of. The segmentation 
of the leaves is no doubt connected with their size, and so also is their 
possession of a strong leaf-stalk, and in many cases of a massive midrib. 


* See Engler, Araceae, in Engicr and I'r.aml, Die natiirlichcn Pfianzenfamilien, ii. 3, p. 104 
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Where the leaf-lamina is membered this is not the result, as is usual, of the 
branching of an originally simple primordium, but is a consequence of the 
splitting of an originally entire leaf-surface. We have cases analogous with 
this amongst other Monocotyledones, for example in Musa, whose leaves are 
easily torn into isolated lobes fastened to the thick midrib. In Musa 
external factors, especially the wind, bring about the partition, but in other 
Monocotyledones, as, for example, Cyclanthus bipartitus, the splitting is a 
consequence of the tensions arising in the process of the unfolding of the 
leaf. Formerly the division of the palm-leaves also was considered to be 
the consequence of mechanical splitting, but investigation of the history ol 
development has shown that this is incorrect. The splitting in the palm- 
leaves is due to the death, at a more or less early period, always before the 
unfolding of the leaf, of definite portions of the tissue, or it may be that it is 
mucilaginous degeneration of the cell-walls of the tissue which brings about 
the separation. The splitting of the leaf-surface is therefore from the first 
prepared for. Two types of palm are commonly distinguished by the form 
of the leaf, the fan-palms and the feather-palms ; in both the leaf diverges 
from the usual type of Monocotyledones, and it is easily shown that the 
deviation stands in relation to the increase in size. 

LEAF OF FAN-PALMS. Let US start with the leaf in fan-palms, because 
it is much nearer the primary form of leaf in the Monocotyledones. The 
fan-like folding of the leaves has the same mechanical significance as the 
folded paper of a fan, that is to say, the leaf-surface is kept expanded 
without much expenditure of material Were it flat it would be ruptured 
by its weight, or very strong ribs would be required. The same principle of 
construction is repeated in the pinnules of the feather-palms, which, at least 
at their base, are often folded into channels. The folding of the leaf-lamina 
begins at a very early period in the leaf-primordium, and this has led to 
some misunderstanding*. 

If a fan-leaf is to reach a considerable size, the several rays of the fan 
must diverge from one another at their apex ; at the base this is not well 
possible on mechanical grounds. The construction is reached thus:—The 
upper portion of the primordium of the leaf which has not taken a share in 
the folding dies off; thereby room is provided for the divergence of the 
folds, and the points of the several rays also separate from one another more 
or less far. The separation takes place at a varyingly early period in 
different palms. In Pritchardia fiUfera the upper angles of the folds which 


> The same, although less noticed, is the case in the liliaceous Curculigo, which has thin not 

Nr„mTn“ luSeDls, ia Bcitrage zar Ent.vick.luagsg.schicht. dor 
Ixx (. 887 ), are tor craarple erroneous. .See Detaeg.r BeiUdge rirr Kennmss <1'' 
gcschichlc dcr Blatter und dcr Anlage der Gefassbundcl, m Hot a, Ixxxv ( 9 )• 

cited here. 



327 


LEAVES OF PALMS 

are already provided with vascular bundles die off, and one can see the 
ruptured strips of tissue as long brown threads hanging on the unfolded 
leaves. In Chamaerops the separation takes place much earlier, whilst the 
tissue of the leaf has still somewhat of an embryonal character, and it is 
brought about by the mucilaginous degeneration of the cell-walls just as 
it is Tn Rhaphis and the feather-leaved Cocos. Archontophoenix which has 
feather-leaves furnishes, as it were, a transition between these two methods 
of separation, for in it the strips of leaf-tissue, which die off in the process 
of unfolding of the leaf, are from the 
first laid down as thinner layers than 
the rest of the leaf-tissue. The seed¬ 
lings of almost all fan-palms’ have 
the ordinary leaf-form of monocotylous 
plants, the veins running with a curved 
course and not diverging at the tip 
(Fig. 210 ). 

LEAF OK FEATHER-l-ALMS. VVc 
must next speak of the feather-palms. 

The pinnation here is likewise the result 
of a splitting, not of a branching, of the 
leaf-surface. Let us consider first of 
all the primary leaves of Phoenix. 

Here we find leaves which resemble the 
ordinary ones of Monocotyledones, ex¬ 
cept in having slightly expressed folding 
of the lamina {Fig. 210). At the base, 
and at first limited to the base, of the 
leaf there is formed a stronger middle 
portion, which gradually involves a larger portion of the primordium of the 
leafand becomes a strong midrib. The leaf-surface separates then into single 
segments. That this procedure begins at the base of the primary leaves 
is a consequence of the intercalary growth of the leaf (Fig. 210). 

Thus, starting from the ordinary leaf of Monocotyledones, we obtain an 
altogether different form of leaf, and we may recognize the following stages 

of development which lead from an entire leaf-surface to a divided 
one:— 

(1) The splitting takes place in expanded leaves under the influence of 
external factors, such as wind and rain. We find this in Musa, and the 
function of the leaf is not interfered with by the splitting. In Hcliconia 



Ftc. 210. I ami n, I'hoenix cananensit. 
Primary Iraves. Ml and 1 V»Chamaeropsexcelsa. 
Primary loavei^ One-sixlh natural size. 


‘ In many palms the first leaf is divided. See Pfitzer. Ober Friichle. Keimung, und Jugendzustande 

emiger Palmen, m Benchte dcr deutschen botanischen Gesellschaft, Hi (1885), p. aa. The literature 
1$ Cited here. 
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dasyantha Karsten ^ found that there is a special arrangement which brings 
about a splitting of the leaf-lamina under the influence of raindrops. 
A marginal strip of the leaf-tissue dies away before the middle portion has 
reached its complete growth, and in this way tensions arise which cause 
the splitting of the lamina when rain falls upon it. 

(2) The splitting takes place during the unfolding of the leaf by tensions 
within it, as in Cyclanthus bipartitus. 

( 3 ) The points of separation are prepared in the bud by the dying-off 
or by the mucilaginous degeneration of cells. This is found in palms. 

R.ADIAI, AND BILATERAL LEAVES. 

In the preceding cases we have dealt with the leaves of monocotylous 
plants in which the ordinary horizontal expansion is observed. A number 
of leaves, however, in Monocotyledones, have a profile or vertical position, 
and they are then either radial or bilateral. Species of Juncus, for example, 
have radial leaves which were formerly considered to be shoots because of 
their external resemblance to shoots, and because their internal structure 
is like that of shoots ^ We find radial leaves also in some species of 
Allium. Iris supplies a specially good illustration of bilateral leaves, yet 
they have frequently given rise to controversy, and even in works of the 
most recent date we may read that ‘ the leaves of the Iris have taken 
their present form by concrescence of the two leaf-surfaces upwards V— 
and this on the ground of anatomical investigation. 

Leaf of Iris. The developmental history of the sword-like leaves of 
Iris is as follows:— 

The primordium of the leaf has the normal form, and when it first appears does 
not embrace the stem (Fig. 211, yf, ; but this it soon does (Fig. 21 1 , y/, ^2)- The 
primordial leaf grows now like an ordinary primordium. Its apex (Fig. 211, A, a) 
should become the apex of the leaf-lamina, but it is found to be subsequently at 
the position where the leaf-lamina passes over into the leaf-sheath (Fig. 211, . 5 , a). 
This ‘ displacement ’ is explained by the developmental history. The primordium 
acquires soon a growth in surface, and retains therefore a cap-like configuration 
(Fig. 211, A, A,). Upon its back the growth in surface is the strongest, and here at 
one position the character of the vegetative point is retained (Fig. 211, A, s in the 
fourth unnumbered primordium), and the keel of the leaf-primordium grows out 
into the primordium of its ‘sword-like’ lamina. This lamina is hollow only where 
it passes into the sheath, in its other part it is from the beginning a solid plate 
of tissue. There are on the primordium of the leaf then now two apices the 


' Mentioned by Stahl, Regcnfall nnd Blattgeslalt. in Annales du Jardin botanique de Buitenzorg, 

2'Sey have an evident, although small, leaf-shcath, and arise laterally on the vegetative po'"*; 

* Massart. La recapitulation et I’innovation en embryogdnie viigetale, in Balletms de la boexit 

Royale dc Botanique de Belgique, xxiii (1894% P- : ‘1^ f" 

phylog^niqucmcnt comme le produit de la soudure des deux moities de la feuille par leur face sup6 

rieure.* I hold this to be an impossible view* 
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onV-inal one, and the new one, 5. The laminar primord.uni, soon acquires an 
actual terminal position, and the transition to this is shown in the larger leaf 
represented in Fig. 211. A. where the leaf-base which develops later into the leaf- 
sheath is marked off from the laminar primordium by a dotted lino. The laminar 
primordium has indeed still a lateral position, but its middle line is raised up 
already about 45 , and the original apex, o, has assumed a lateral position. 

This kind of leaf-development finds an interesting parallel in that of the genus 

Fissidens amongst the Musci'. 

In this genus the leaf-lamina arises 
also as a wing-like outgrowth of 
the original leaf-primordium. and 
as in Iris this formation of wing- 
jiroceeds in Fissidens from the 
back of the keel of the leaf-prim¬ 
ordium. The two sides of the 
leaf-primordium share equally in 
this from the first, so that we need 
not wonder that in the anatomical 
structure, especially in the course 
of the vascular bundles, these sides 
are both indicated. Neither in the ontogenetic nor phylogenetic sense can we 
speak of the ‘concrescence’ of two leaf-surfaces here, as a comparison with the 
radial leaves of Juncus and Allium will readily show, for their origin resembles in 
all essentials that of the leaves of Iris. 

The few cases of peltate leaves in Monocotyledones will be spoken 
of when other peltate leaves are discussed below. 



Pig. 211. IfU variogAl^i. D<‘V‘*lci»ment of leaf. ✓/, \ejjcia- 
live* point, out. shoNsin;; four loaf priinnnlia ; h*, 

ami b\ ai«* outnlicrcil; bt is thr youu^r>t. The point inarkecl a 
ts the* hi^ehc^t in the primonlia, hut it becomes th<‘ a[>t*x 

of the leaf.sheath. Tho |Kiint s l>ccome'» tho tip of tint lamma. 
an oUier leaf; lettering as before. Magmliecj. 


3. Dicotvi.edonks. 

15 R.\NCHlNO OK T»K t.KAK. 


In Dicotyledones the segmentation of the leaf always depends upon 
a branching of the primordium, and this always starts from its margins, 
which, however, arc often bent upwards, so that it looks as if the inception 
of the lateral members was upon the upper side. The origin of lateral 
members takes place after the following chief types:— 

I. Dichotomy :—A division 0//he vese/ative point of the leaf, such as we find 
in Filices, relatively seldom takes place, but is found in Utricularia", Ceratophyllum 
demersum and also in Drosera binata and D. pedata, which have dicholomously 


' See 137. 

• Sec also what is saW about the formation of a wing on tlic back of the leaf of Phormitim (p. 3001. 
If the»e wing-like growths arise voy early we should get the form of Iris. Perhaps there are 
transitions between the form of Iris and of Phormium. 

’ Goebel, Morphologische und biologische Studien: V. Ulricularia, in Annales du Jaidin botanioue 
de lluiicnzorj;, ix (1891). 

• Massart, La recapitulation et rinnovation cn embryogenie vegetale, in bulletins de la Socicte 
Royale de Bolanique de Belgique, xxiii (1894). 
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branched leaves. I his method of branching is only possible in leaves with 
prolonged apical growth. 

2. Monopodium :—Lateral branching occurs after the following types 

(a) Acropetal Development. All the branches of the leaves arise in serial acropetal 
succession, as in the Umbelliferae, Papilionaceae, Mimoseae, Caesalpinieae, Sam- 
bucus Ebulus, and others. The leaf-apex itself passes at an early period into the 
permanent condition, but below this there remains an embryonal zone on which 
in acropetal succession the lateral parts appear. On this account Sonntag reckons 
them as belonging to an intercalary type, but as a matter of fact the several types 
are not sharply limited. 

{b) Basipeial Development. The youngest leaf-segments are the lowermost, 



FiC. 212. Acer plalanoidcs. A. bud dissected out, shovvint; Wo young 
leaves; st, stem; lainina with five segments. older leaf from the 

side, showing the course of the conducting bundles. C. scheme of the course 
of the conducting bundles in the mature leaf. D, basal portion of a bud in 
transverse section. Each leaf has three conducting bundles. 
higher up. leaf^stalk in transverse section. The fy 11 ^ 

V, Vr, in all the figures indicate the bundles of successive age. After 
Oeinega. 


as in iMyriophyllum, Hot- 
tonia, Rosa, Poientilla 
anserina, Sambucus nigra 
of pinnate forms, Hel- 
leborus foetidus and all 
digitate forms. 

{c) Divergent Deve¬ 
lopment. The branching 
here proceeds from one 
position of the primor- 
dium upwards and down¬ 
wards, as in Achillea Mil¬ 
lefolium, the leaf-teeth of 
Ulmus, and others. 

The course of deve¬ 
lopment in nearly allied 
plants varies, for example 
in pinnate leaves it is 
sometimes acropetal, 
sometimes basipetal, so 
that this difference is not 
of very great importance. 

The question of 
Sympodium:—In some 
Dicotyledones a partially 
sympodial construction 
of the leaf has been as¬ 
sumed, of the same cha¬ 


racter as that which we have observed in the Aroideae, but most of these cases 
are ‘ palmatifid ’ leaves, with basipetal evolution of the leaf-lobes. In the leaf of 
Acer platanoides, which is shown in Fig. 212, C, there are, for example, five c le 
lobes present, one in the middle and two at each side. Fig. 212, /f, shows ow 
the lobes arise in basipetal succession, but one may interpret the proce ure as t a 
only two lateral lobes exist, from which then the two lower ones shoot out as 
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members of the second order'. It is extremely difficult to follo^v here the history 
of development, and to say whether these lobes arise directly out of the leat- 
primordium as members of the first order or not. That leaf-lobes bMiich frequently 
only upon their outer side is very common. If the leaf of Chelidonium. shown 
in Part I, Fig. 73, were cut through beneath the upper pinnule a five-lohed leaf 
would result, but its two lower lobes are outgrowths of the lateral ones. I do 
not see, however, why one should call such a leaf cymose, because the several 
members of the leaves are not at all separated from one another and the 
notion of ‘cymose branching’ is, therefore, not really applicable. The whole 
question may be of importance if we arc dealing with the dcrii'ation of the kafforms 
within one cycle of affinity. For the,^vw/-<7/ orij^ano^raphy it appears to me to be ot 
little importance. Prantl certainly goes too far when he says* of Achillea Mille¬ 
folium that the segments arising basipetally in the leaf may be regarded as ‘ shoot¬ 
ing from one another,’ and that the leaf in its under portion is cymose. Here the 
history of development shows that the pinnules arising basipetally shoot out from a 
marginal zone which remains meristic, whilst in the inner portion of the leaf 
differentiation of the tissue has already begun as the api)earance of intercellular 
spaces first indicates. The pinnules are as elsewhere outgrowths of the margin of 
the leaf bent somewhat upwards. I have found no indication that would suggest a 
genetic relationship of these one to another. 

Interrui’TKdlv Pinnate Leaves. Interruptedly pinnate leaves, 
that is to say, leaves in which the pinnules arc alternately of a very 
different size, may also be considered to be sympodial. Examples of these 
we find amongst the Solanaccac, as in Solanum tuberosum, Rosaccac, as 
in Spiraea Filipendula, species of Geum, Potentilla anserina, and others^. 
It has been shown* that the small pinnules fill up the spaces between the 
larger, and an analogy may be found within the class of Algae. Here we 
have only to notice the origin of these small pinnules. They might be 
regarded as lateral leaflets of the leaflets of the first order which have been 
displaced upon the leaf-spindle. But the history of the development, so far 
as it is known, is in the direction of .'■howing that they are independent 
formations. Their inceplion takes place later than that of the larger leaf¬ 
lets, and in this we have an interesting parallel case with that of the 
alga Euptilota Harveyi (Part I, Figs. 46. Sc). It is easy to convince oneself 
that the larger pinnules also arise earlier than the small ones standing oppo- 


In support or this one mitjht api>eal to the course of the vascular buiulles. Three chief veins 

enter the leaf; one, /, in the middle, and one upon c.ich side of it. 11 and III. The vascular bundles 

/Kand ^unite in the leaf-base with//into one strand, and we m.iy supi-ose that the leaMobcs 
behave likewise. 

' Pr^tl, Studien iiber Wachsthum, Verzweigmi- und Nervator der Laubblatter. insbesondcre der 
Uicotyien, m Berichte der deutschen botanischen Gesellschaft, i (18S3), p. 3S0. 

K«eJ^lba accordine to Sonnlag. Ober Dauer des Scheitelw.achslhums und Enlwicklunjis- 
geschichte des mattes, m Pringsheinis Jahrbiicher, .wiii (1887), p. j.;. ^ 

' See Part I, p. 127. ’ ' 
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site to them. I regard the small pinnules as rcdwed leafiets of the first 
order, probably the result of correlation, but not as intercalated nexv forma¬ 
tions ks has been assumed. For this interpretation ’ we have support in 
the fact tnat these interposed leaflets may be entirely absent in feebly 
developed leaves, for example those of the potato. 

Rel.atiok of the Pinnate to the Digitate Leaf. Relatively 

small differences in the distribution of the growth upon one and the same 
primordium may bring about leaf-forms which are outwardly very different. 
Let us suppose, for example, that on one leaf-primordium there are produced 
upon each side five lateral priniordia. From this would develop a leaf 
with five marginal projections if the lamina itself is strong in growth and the 



Fic. 213, I, Limnopliila hcieroph^ lla. Apr^x of !»hoot seen from above, a, Alchemilla nivalis. Apex of shoot 
seen from aMve*; a youn" primor<ltum of a leaf seen to the left upper side of apex, (he older leaves arc deep]y 
aivided into Irallets, ti\ the outer (wo the ring-like sheath-portion is formed. Magnifieu. 

lateral primordia grow less strongly. If now the laminar portion between 
the lateral primordia grows strongly in length and less in breadth and the 
base of each lateral primordium grows similarly, a pinnate leaf will result, 
but if the laminar portion scarcely grows further between the lateral 
primordia then the leaf will be digitate. As a matter of fact pinnate and 
digitate leaves do not differ essentially one from the other. In Aesculus 
Hippocastanum, for example, we usually find digitate leaves, but occasionally 
they are pinnate. 

Single Branched Leaves as apparent Whorls. Segmented 
leaves which have no stalks and are deeply divided have a somewhat 
peculiar aspect. The single leaf-lobes then take on the appearance of 
independent leaves and are partly also described as such. These cases have 
some biological interest and therefore two examples arc referred to here:— 

* It h.is to be proved whether in cases like Spiraea Filiperidula the first view—that these small 
leaflets are displaced lateral leaflets—which seems to me to have been hitherto lost sight of, is correct. 
A drawing by Massart, La r<^capituIation et I’innovation en embrj'og^nie v^giJtale, in Bulletins e 
la Soci^te Royale de Botanique dc Belgique, PI. II. Fig. 33, supports it. Possibly both cases occur. 

* The transit ion'forms between toothed and pinnalifid and pinnate leaves as they occur, or 
instance, in Scabiosa Columbaria, tell the same story (Fig. a 28). 
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Alchemilla nivalis. Alchemilla nivalis is a plant of the high .\ndcs. It 
possesses apparently whorled leaves which are concrescent below into a sheath. In 
reality the whorl of leaves is a single leaf, as may be concluded from the fact that 
the leaves of the false whorl do not alternate (Fig. 213, 2). Each leaf-[>rimordium 
is at first laid down singly on the side of the vegetative point, which it soon 


surrounds as a ring. This primordial ring itself re¬ 
mains in an arrested state, while the leaf-lobes which 
shoot out of it appear in descending serial succes¬ 
sion, and these all attaining to about the same si/e 
they appear as a false leaf-whorl. The foliage-leaves 
of this species of .-Mchemilla are produced in (luite 
the same way as the hypsophylls of other species 
of Alchemilla which have stalked leaves with usually 
a well-formed leaf-lamina'. The stalk remains 
unformed, the sheath is strongly developed, and it 
grasps round the vegetative point. We may un¬ 
derstand the biological significance of this leaf- 
formation in some measure if we reflect that the 
young portions of the shoot are perfectly protected 
by the leaf-sheaths, which are inserted one into the 
other, and the small leaf-pinnules are in resi)onse 
to the physiologically xerophilous station. 

Limnophila heterophylla. The second e.\- 
ample is that of a marsh plant, Limnophila hetcro 
phylla. Its shoot-portions bear leaves 

in an apparent whorl (Fig. 214), whilst the ends of 
the shoots above water have the leaves arranged in 
decussate dimerous whorls. The history of develop¬ 
ment (Fig. 213, i) shows that the water-leaves also 
appear in dimerous whorls, the leaves in each whorl 
soon uniting together into a ring-wall. Each leaf 
forms in descending succession numerous leaf-lobes 
which again may branch. As we pass upwards on 
the shoot the middle lobe of each leaf is at first 



riC. Limnophila hcifrophylla 
\N atcr*l<*avc$ and air-lcavfs anti tran 
^ition-roriDS. One-halt natural sijc. 


larger than the lateral ones, and then the formation of the lateral ones is gradually 

entirely suppressed or reduced to mere marginal leaf-teeth in the aerial leaves. We 

shall refer to this plant again when speaking of the biological significance of leaf- 
forms. 


PELTATE LEAVES*. 


By peltate leaves we understand those in which the lamina docs not 
expand directly out of and in line with the leaf-stalk, but grows out over 
the stalk. Where this form is developed we always find upon the upper 


• SchiWerungen. ii (1893), p. 33. Alchemilla is f.-ured 

bee Goebel, Vergleichende Entwicklungsgeschichle dcr Pflanzenorgaue. in Schenk’s IKn.lb.,,-1. 
der Bolan.k. iii (.884). p. 234. A picture of the peltate leaves, without’ rLren" to "TS 
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(dorsal) side of the leaf, close to the position where the stalk is originally 
fixed to the lamina, a zone of the young leaf, which shares in the formation 
of the lamina. It is only in cotyledons and some kataphylls, hypsophylls, 
and stamens ^ that we find upon the under (ventral) side of the leaf an 
outgrowth which prolongs the lamina. Dc Candolle has in accordance with 



Fig. 215. Asf»ara« 
^usco(nor«-n$is. Tu- 
rio with peltate ka* 
t.nphylU. liic lower 
pari of each kata* 
pltyll stan<l$out later 
from the shoot, 
liardi'its, and br- 
comc'S a climbing* 
thorn. 


these facts divided such leaves into cpipeltate and hypopeltate 
forms. In the hypopeltate forms the construction is mainly 
(leaving out of account the case of ‘ versatile ’ anthers) directed 
to the provision of means of protection. 

Peltate Kataphylls. The kataphylls of some 
species of Asparagus are peltate, and furnish an efficient 
protection to the shoot-bud. In most cases of this kind 
these kataphylls fall away later ; they are merely protective 
organs. But in Asparagus comorensis (Fig. 215), the out¬ 
growth of the under side of the leaf becomes a hard thorn 
or hook projecting from the shoot-axis, and is used as a 
climbing-organ. 

Peltate Stamens. The pollen-sacs of Juniperus are 
protected by an outgrowth of the scale-like lamina of the 
covering leaf, and this I have compai-ed w’ith an indusium 

Peltate Cotyledons. Where we find peltate coty¬ 
ledons, as in the grasses, the object is to provide a contact- 
surface with the endosperm. The short ‘ radicle ’ of the oak 
is invested by the cotyledons, which grow out below' and 
protect it. 

Peltate Foliage-Lea\-es. The biological signifi¬ 
cance of the peltate foliage-leaves is less clear. We have 
first of all to recognize tw'o groups—the short-stalked and 
the long-stalked:— 

Short-stalked peltate foliage-leaves. I only know of 
such leaves in some epiphytic species of Trichomanes, 
T. Hildebrandtii ^ T. pcltatum, and T. Motleyi*, but in 
the last-named all the leaves arc not always peltate. When 
we recollect that in other species of Trichomanes, for 


literature of development, is given by C. de Candolle, Sur Ics fenillcs pelties, in Bulletin des travaux 

de la Societe bolanique de Geneve, 1898-99. o v t • 

* I have pointed out, Vergleichendc Enlwickhmgsgeschichle dcr Pflanzenorganc, in Schenks 
Ilandbuch dcr Bolanik, iii (1884), that stamens with versatile anthers conform with peltate leaves 

in their method of formnlion. ^ . u * • u 

^ Goebel, Beitriige zur vergleichendcn Entwickhingsgeschichte der Sporangien, in Botanische 
Zeitung, xxxix (1881), p. 703; C. de Candolle, Sur les pbyllomes hypopell^es, m Bulletin des 

travaux de la Societe botaniqiie dc Geneve, 1895-7. 

* See Ciesenhagen, Die Hymenophyllaccen, in Flora, Ixxiii (1890), p. 45 *- 

’ G. Karsten, Morphologische und biologische Untersuchungen Uber cinige Epiphytenformen der 
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example T. brachypus, the leaves are closely adpressed to the tree-bark, 
to which they are fastened by rhizoids, and that many of the Acrosticheae 
have the same kind of leaves, we may assume that the peltate form is of 
special advantage in a given size of leaf-surface, both for the retention of 
water and for the protection of the delicate stem, which in the cases under 

notice is rootless. 

Long-stalked peltate foliage-leaves. In the case of these leaves other 
considerations have to be looked to. In the first place the size of the peltate 
lamina is very different. The ‘ ideal ’ peltate leaf would be one with a stalk 
attached in the middle of an almost circular leaf-surface. This is approached 
in, for example, Kelumbium. In others, like many species of Caladium. the 
anterior portion of the leaf-surface, which has grown out over the stalk, is 
much smaller than the posterior. Possibly the peltate form has appeared 
in these later than it has done in cases like Xelumbium. 

Conditions UNDER which Peltate Leaves occur. Peltate leaves 
appear in plants which occur under very different conditions of life, in both 
water-plants and land-plants, and amongst the latter in succulents like 
Umbilicus, climbers like Tropaeolum majus, trees like Sterculia platanifoUa. 
These leaves are sometimes small, as in Utricularia peltata where they arc 
only half a centimeter in diameter, sometimes relativel)- very large, as in 
Victoria regia where they may attain a diameter of two-and-a-half meters. 
They are almost exclusively found in plants with alternate phyllotaxy, only 
in a few plants with opposite leaves are they known. It is easy to understand 
this from the biological standpoint. The peltate lamina requires in its 
unfolding more room than others : frequently the laminae arc supported 
upon orthotropous stalks, and would cover one another if they were to stand 
close together'. In plants with creeping rhizomes, or in climbing plants, 
the peltate leaf appears to be a particularly advantageous method of placing 
the leaf-surface by the shortest way in a transverse position to the light, and 
of shading the adjacent plants which appear as competitors for the light- 
supply. Hut although this explanation fits many peltate leaves, it is not 
possible to give any plausible causal explanation of their origin. We can 
onl>' say that the factors mentioned above favour their origin. Further, 
a leaf like that of Gcum bulgaricum (Fig. 8i, Part I), whose lower part is far 
overshadowed by the terminal lobe, is biologically like a peltate one. A 
relationship of the peltate form of the lamina to the length of the stalk and 
to the position of the leaves, may be recognized in many cases. Whilst, as 
in Utricularia peltata, the peltate leaves are relatively small and have not 


Molukken, in Anna’cs du Jar.lin bolaaique de Buitenzorg, xii (1895), p. 12-. The developmental 
history of the leaves is given, and it is shown that as the apical growth of thes; species ceases early 
they never have circinale plyxU. 

‘ Sec Part I, p, 114. 
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very long stalks, we find allied forms, such as Utriculana neiumbifolia, with 
long-stalked larger peltate leaves, and we may conclude that the former are 
perhaps derived from originally long-stalked forms. The relation between 
the length of the leaf-stalk and the peltate form of lamina appears also in 
the individual development of many plants. In Umbilicus (Fig. 216) the 
basal leaves are long-stalked and peltate and somewhat concave above, 
whilst those upon the flowering shoot, especially the bracts, are not peltate, 
and appear usually as ordinary leaves with short stalks. We find the like 

in theberberidaceousDi- 
phylleia cymosa, where 
the upper short-stalked 
leaves have frequently, 
but not always, lost, or 
nearly lost, the peltate 
form. In seedlings also 
the peltate form appears 
usually in the primary 
leaves, for e.xample in 
Tropacolum majus, T. 
minus, and Nelumbium, 
yet I have found fre¬ 
quently the primary 
leaves in Umbilicus 
pendulinus to have the 
usual form, and in 
species of Drosera with 
peltate leaves, there is 
always developed first of all a rosette of leaves of the ordinary drosera- 
ceous form. 

It is characteristic of the history of development of peltate leaves that they all 
belong to the basipetal type. We may find an explanation of this in that the 
peltate form owes its origin to a process of development at the base of the leaf- 
lamina. Moreover, the history of development of the peltate leaves shows funda¬ 
mentally no other growth-processes than are to be observed in the peltate hairs, 
which occur, for example, in ferns, in the Elaeagnaceae, and elsewhere. The old 
explanation that the peltate leaves were the result of a concrescence of the leaf- 
edges projecting above the leaf-stalk is erroneous. Only in the biological sense has 
it any pretensions to correctness in so far as peltate leaves conform essentially in 
their behaviour with cordate leaves and other forms in which the lower leaf-edge 

projects over the point of insertion of the leaf-stalk. 

Many peltate leaves are evidently derived from ordinary leaves which originally 
possessed a richer segmentation of the leaf-lamina. Segmentation is more con 
spicuous in the leaves of Hydrocotyle vulgaris when they are in a juvenile state 



PlG< ii 6 - Umbilicus pendulinus. /, basal foliage-leaf. //, foliage-leaf 
higher up. ///and hypsophylls. Natural site. 
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than when they are adult', and the same is the case in 'I'ropaeolum majus and 
T. minus whose leaves in the unfolded condition are apparently entire, whilst m their 
juvenile stages they recall the cut leaves of 'I'ropaeolum aduncum and odiers. 1 o 
this Massart - raises the objection that these facts are found also m Umbilicus, whilst 
its allied genera possess leaves which in all stages of their development are entire. 
He overlooks, however, that Bryophyllum possesses si^’mented Icavei that one 
species of Bryophyllum has passed over to the formation of peltate leaves. 'I'his 
species is the Bryophyllum crenatum of Baker which only forms leaves that are 
indented at the edge high up on the shoot-axis', and possesses at the base of this 
somewhat short-lived outgrowths which are directed upwards, and whose biological 
significance reejuires investigation. 


ruilUI-AR t.EAVES. 

Tubular leaves conform with the peltate leaves in the history of their 
development up to a certain stage. These tubular leaves are found in 
a number of insectivorous plants. I do not mean that 
phyletically they arc derived from peltate leaves, at 
any rate I know of no facts in support of such a view. 

In Ccphalotus folUcularis alone, outside the Utiicularieae, 
are there, besides the tubular leaves, others of a different 
form, and these arc not peltate but of the normal flat- 
form. Occasionally intermediate states arc produced be¬ 
tween these leaf-forms (Fig. 217). They are leaves with 
an excavation upon the upper tide, but they do not 
approach the peltate form and are easily explained, when 
one knows the history of development of the tubular 
leaves, as retarded formations, without the necessity of 
looking upon them as atavistic. We meet with tubular 
leaves also especially amongst the Hepaticae ■*, where no 
peltate leaves are known. If we follow the history of 
development ’, we find that an indentation appears upon 
the upper side of the leaf, and it gradually deepens {Fig. 

218). The lower edge of the depression (Fig. 218, </)—this edge corresponds 
to the new formation in a peltate leaf—is in its upper part made into 
a lid, and at the same time forms a portion of the collar-like thickened 
entrance. The upper portion of the leaf-primordium forms the special 



FlO. ^17. Ccphalo¬ 
tus follicutarift. Leaf 
showing; a sta{*c b«- 
tv\ccn «i tubular leaf 
and an ordinarv leaf. 
On the upper sWe of 
the leal* is a depres¬ 
sion, tlie leaf having 
apparently reached iho 
‘»inge shoivn in 
aiS, I. has continued 
its groxvth uithout 
further change in coo- 
formation. 


‘ Goebel, Vergleichendc Entwicklungsgeschichte der I’flanzeDorgane, in Schenk's Ilandbuch der 
BoUnik, iii (1S84), p. 234. 

* Massart, La recapitulation et I'innovation en embryogenie vegetale, in Bulletins de la Societd 
royale de botanique de Belgique, xxiii (1894), p. Si. 

’ At least in the single living example before me. 

* See p. 58. 

, Eichlcr, Uber die Scblauchblatter von Ccphalotus follicularis, Labill., in Jahrbuch dcs 

Koniglichcn botanischen Gartens zu Berlin, i (1881), p. 193. 
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VENATION AND DEVELOPMENT OF LEAF 

‘^‘1 

If we compare with these the tubular leaves in Nepenthes, Sarracenia, Utricularia 
and Its allies, all of which genera are carnivorous like Cephalotus, we find that the 
history of the development is very similar, only the resulting configuration is some- 
what different. I have elsewhere ^ given so full a description of these that I shall 
here only briefly refer to them. The portion marked with d, in Fig. 218, and which 
as has been shown, is devoted in Cephalotus to the formation of the lid serves 
m these other genera for the construction of a portion of the wall of the tube. 
The upper portion of the tube-wall corresponding to the leaf-apex forms the lid in 
Sarracenia. it grows out in Utricularia and Polypompholyx to the remarkable 
valve which closes the entrance of the tube, and in Genlisea two lateral portions of 
the margin of the mouth of the tube grow out into long arms which subsequently 
become twisted. In Nepenthes the lid arises as an outgrowth underneath the leaf- 
apex and the leaves are here further remarkable in that the leaf-base develops later 
into a laminar surface, whilst between it and the pitcher a stalk-like portion, which 
frequently acts as a tendril, is intercalated. 

Tubular leaves are only known outside insectivorous plants, passing over of course 
abnormal formations, in the epiphytic Dischidia Rafflesiana *, and in the bracts of 
the Margraviaceae. In Dischidia Raffleslana the inner side of the tube corresponds 
to the under side of the leaf, not to the upper side as in the cases first mentioned, 
and leaves which are concave upon the under side of another asclepiadaceous 
plant, Conchophyllum imbricatum, form a kind of transition to the tubular leaves 
of Dischidia. In the bracts also of many Margraviaceae the inner side of the 
tubular leaf corresponds to the under side of the leaf. 

IV 

RELATIONSHIPS BETWEEN VENATION AND 

DEVELOPMENT OF LEAF^ 

The relationships between the venation of the leaf and the growth of 
the leaf already described in the case of the Filicineae. are found also amongst 
the Angiospermae, although in somewhat different form. 

The function of the veins of the leaf is two-fold, mechanical and nutritive. 

It is well known that between the leaves of Monocotyledones with 
striate venation, and those of Dicotyledones with reticulate venation, there 
are differences which, however, are not very far-reaching. On the one hand 
there are amongst Monocotyledones not a few, especially of the Aroideae, 


* Goebel, Pflanzenbiologischc Scbilderuiigen, ii (1893), p. 53. 

^ Goebel, op. cit., Plate XXI. 

^ Treub, Sur les umes <lu Dischidia Raflesiana, Wall., in Annales du Jardin botanique de 
Buitenzorg, iii (1883), p. 13. 

* See Dcinega, Reitragc zur Kenntniss der Entwicklungsgeschichte des Blaltes und der Anlage 
der Gerissbiindel, in Flora, Ixxxv (1898). 
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VENATION OF MONOCOTYLEDONES 

which have the venation common in Dicotylcdones, and on the other hand 
there are amongst the Dicotylcdones many in which the venation of the 
leaves is that most commonly observed in Monocotyledones, for example 
Eryngium pandanifolinm, E. agavaefolium, Plantago media, and others. 

We find too, in one and the same plant, differences in the venation m 
the different leaf-forms, and this is a point which is apt to be overlooked. 
The hypsophylls, sepals, petals, and so on, when they diverge considerably 
in form from the foliage-leaves, have a venation different from that of the 
foliage-leaves, and this raises therefore the question :— What is the relation¬ 
ship between conformation of leaf and course of the veins ? 

The investigations which have hitherto been made on the subject of 
venations, have dealt mainly with the relationships of the veins in the 
matured leaf, when the original arrangement of the conducting bundles is 



FiC. C^phalotus fglliculans. Development of the pitcher-le.ives. The numbers show the succession. Tlie 
ilchers formed l>y a grov^inj; out of the upper side of tne leaf, nhose lower margin becomes the lid After 
Mchler, but modibed. 


frequently no longer correctly recognizable, because branching, anastomosis, 
formation of strong midrib, and so forth, conceal the primary arrangement. 
Besides, such simple technical terms as ‘ striate ’ and ‘ reticulate,’ give us no 
information regarding the conne.xion between venation and growth of leaf 
in a large cycle of affinity. 

Wc shall deal first of all with this connexion, as it is seen in Monoco- 
tyledoncs, for there it can be proved that the apparently great differences 
which the venation exhibits, are all modifications of one ‘type,’ just as we 
can refer the flowers of all Monocotyledones to one type. 

Venation of Monocotyledones. The typical venation of Mono¬ 
cotyledones arises when a primordiuni of a leaf, attached by a broad base 
to the stem, grows nearly uniformly in length and breadth in all its parts 
(but at different times!). The conducting bundles which enter the leaf, and 
out of which the median is formed, traverse its whole length nearly 
uniformly from the base to the apex. The veins do not project, or only 
slightly, upon the leaf-surface. This type occurs in the foliage-leaves of the 
grasses, and amongst the Dicotylcdones in the species of Eryngium, which 
have leaves like Monocotyledones; and it also occurs, but with some marked 
deviations however, in many hypsophylls. 
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When the upper portion of the primordium of the leaf spreads out bv 
growth m diameter into a leaf-surface, it receives, from the not very different 
leafstalk, veins with a more curved course, and we get but a slight modifi- 
cation of the preceding venation. This happens in Eichhornia crassipes 
(big. 219). In the stalk, that is the portion of the leaf-lamina which is 
narrow, the conducting bundles retain their parallel arrangement but in 
the lamina they are strongly curved. A like arrangement is found in the 
later primary leaves of Sagittaria and other plants. 

A lamina constructed after this method cannot, without considerable 
demand upon the building-material to make it firmer, or without special 

arrangements, such as the folding which 
has been mentioned in the case of Cur- 
culigo * and other plants, attain any con¬ 
siderable development of surface, and the 
method is limited therefore to the rela¬ 
tively small primary leaves of plants, 
which produce adult leaves that are large 
or are adapted to special purposes. An 
instructive illustration of this is afforded 
by the seedling-plants of Phoenix and 
other palms mentioned above ^ (Fig. 210). 

In other Monocotyledones we find 
that the enlargement of the leaf-surface 
is made possible® by the formation of a 
thick middle portion, on which the thin 
lateral parts are, as it were, suspended. 
It is interesting to observe by what vary¬ 
ing gradations this comes about, until 
the extreme is reached, in the species of 
Musa, where there is a lamina many meters long, and a thick midrib. This 
form is, however, only a terminal member of a series which we see begin¬ 
ning in, for example, Funkia ovata (Fig. 220). 

Fuukia ovata. In this plant the leaf-lamina has nearly an oval outline 
and is continued into a channelled leaf-stalk—the portion of the primordium 
which has been only slightly widened, and which differs from the leaf-lamina, 
in respect of the course of its vascular bundles, only to the slight e.xtent of 
having them arranged in one row. In the lower part of the leaf-lamina we 


* See p. 326. * P’ 

» I use this expression intentionally. I do not base this upon the fact that we find large leaf- 
surfaces, for instance, in the Aroideac, and that they have the ‘ venation ’ about to be described, but 
I say This venation makes possible the acquisition of a more significant size of leaf, but we may 
meet with it also in small leaves brought about there by the internal peculiarities of the family 
which beget the possibilily of development of larger leaf-surfaces. 
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Fio. 210. Eichhornia cra.<;slp*>s. younj; 
leaf. a. IiraMamiiia; c, zont out 

of (ho )caf«stalk is cJevcloped later. 

upper part of an older leaf showing (he course 
of the conduclin? bundles which arc numbered 
successively /, //, ///, IV, V\ apical water- 
absorbing organ. C scheme of (he course of 
the nencs in the fully formed leaf. After 
Deinega. 
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see already an indication of a ‘mid-vein,’ and at this point the bundles 
appear to be clustered together, for they run at first parallel, and then bend 
out into the leaf-surface which is thicker also at this position than it is 
higher up and at the sides. Let us assume now that the vascular bundles 
are originally all nearly parallel in the leaf-primordium, and that the growth 
in surface of the leaf proceeds from above downwards, first of all nearly 
uniformly and then chiefly at the margins because it is in the lower part 

that the thicker middle portion is first 
formed ; then the course of the bundles 
in the upper part must be that which is 
diagrammatically represented in Fig. 
220, B. The first bundles laid down 
have the ordinary course, and further 
downwards in the leaf, progressively, 
more bundles were present in the middle 




I 
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Fig* ail. XanlhoMma belophylium, one of the 
ArctdeAe. )e4/*stalk in transverse section the 
Fig. Funkia ovat.v W, primor* turned downwards, and showing at 

diom of leaf enclosing the vegetative point stronger 'secondary grovrth in thickness^* un/, 

and differentiated into leaf-base, se/i i leaf* under side with less marked secondary growth. B, 

Janiina, : and the rone out of which the scheme of the course of the vascular bundles in the 

leaf'Sialk develops,^ ^4 /f, scheme of the leaf; they apparently diverge from the monocotylous 

cour^ of the veins in the adult l»f. The fypo. /, //, /// indicate successive bundle; 4 the 

numbers /, /4 ///, /I' f' K/, indicate the youngest vascular bundles which bend out into the 

succession. After Ueinega. lo«'er part of the leaf. After Deinega. 

leaf-portion before the growth in breadth began which caused them to 
bend out into the younger portion of the leaf. This appearance of a mid-vein^ 
at the leaf-base is related to the intercalary grow’th of the leaf and the 
strong mechanical claims of the leaf-base, as in the case of the palms. 

Xanthosoma belophyllum. Aroids show exactly the same relationship. 
In Fig. 221 we have the scheme of Xanthosoma, and the only difference 
from Funkia ovata is that there is a much stronger ‘ midrib ’ traversed by 
numerous bundles, and disappearing towards the apex. Here also the 
oldest bundles, that is to say those which are most early differentiated, 

‘ Which is, however, only the result of the closteriog together of the ordinary veins. 
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reach the liighest point in the leaf. The bundles bend out from the midrib 
m the leaf-surface in correspondence with the fact that this grows out if one 
may so say, tz wwg from each side of the thick middle portion. This 
growth takes place, however, earlier above than below, and the course of the 
bundles conforms with this. The bundles are not disposed in one row in 
the leaf-stalk as they are in the Monocotyledones in which lamina and stalk 
are only relatively slightly differentiated from one another, but they are 
distributed over the transverse section, and this may be explained by the 
fact that the stalk has acquired more of a cylindric form in response to 
greater mechanical claims, and exhibits a subsequent increase of growth in 
the ground-tissue (Fig. 221, v 4 ). The arrangement of the bundles is also 
different; the younger ones, which on account of their origin are found in 
the lateral portion of the leaf-sheath, bend upwards in the leaf-stalk, and 
they it is which bend out in the lower portion of the leaf-surface. The 
hypsophyll of the Aroideae, which corresponds to the vagina of a foliage-leaf, 
has on the other hand the ordinary monocotylous venation, and there is 

from the beginning, except at the tip, a uniformly distributed growth, as in 
the case of grasses. 

In this account of the venation in Monocotyledones, I have endeavoured 
to show two things : 

1. That morphologically, as well as in the distribution of its vascular 
bundles, the leaf of Aroideae—and the same holds also for the Scitamineae, 
Musacae, Cannacae and others—can be derived from a grass-leaf, and that 
the vascular distribution has relation to the whole leaf-growth. 

2. That the organization of the leaf—especially the appearance of a 
midrib—stands in relation to the leaf-size. 

Venation of Dicotyledones. From what has been said it will be 
gathered that there is no specific venation which can be called dicotylous, 
but the distribution of the conducting bundles in the leaves of the Dicoty¬ 
ledones also is determined by the relationships of growth. The following 
will serve as illustrations:— 

Acer platanoides. In the leaves of Acer platanoides (Fig. 21a) the 
divergent course of the veins is a consequence of the basipetal development 
of the leaf, by which the single leaf-lobes are not produced one from another 
but the leaf in all its parts is tolerably uniformly expanded. The middle 
nerve arises first and then the veins for the two upper leaf-lobes, and so 
forth. Finally the chief veins appear to radiate from one point". 

' Canna indica is very instructive. The large foliage-leaves have a mid-nerve, and whilst the 
Dpper hypsophylls have no lamina the reduced small laminae of the lower hypsophylls show the 
normal monocotylous venation such as is found only at the tops of the foliage-leaves. The con¬ 
formation of the lamina in these hypsophylls is very varied; sometimes it is like that in Funkia 
(Fig. 220, B), at other times it is that of the fully developed leaf of Canna. 

* See the details in Dcineg.a, Bcitriige zur Keimtniss der Entwicklungsgeschichte des Blattes und 
der Anlage der Gefassbiindel, in Flora, Ixxxv (1898). 
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Caltha palustris. We may compare with the case of Acer platanoides 
that of the unsegmented leaf of Caltha palustris. The chief veins radiate 
outwards here also from the base of the lamina (Fig. 222), and on the 
margin of the lamina there are insignificant projections. These arise rela¬ 
tively much later than the lobes in the leaves of Acer. The course of the 
veins depends upon the fact that the lamina which comes off from the thick 
leaf-stalk at a very early period develops, uniformly and without preference 
for any definite direction of growth, into a surface with its margins inrolled. 
In Fig. 246 the leaf is still entirely embryonal, only at the position which 
corresponds to the base of the lamina intercellular spaces appear. Its con¬ 
figuration, however, has in essentials 
been reached. The veins appear 
relatively late and radiate from the 
leaf-base in correspondence with the 
nearly uniform growth of the surface*. 


Fic. 122. Cahha palustris. Onc-half natural Flc. 22\. jussicuea salicifolia. Fetal to the left, 

size. Sepal to the right. MagniHed 

If an undivided leaf with ‘feather-venation’ had arisen from such a prim- 
ordium, all that would have happened further would have been that the 
primordium would have elongated; the middle part would have developed 
strongly ; the leaf-lamina would have appeared as a lateral outgrowth 
on each side of this ; and thus a middle nerve would have been formed 
from which the lateral veins would have proceeded. Of course there are 
here also all transitions between the forms of growth and the corresponding 
distribution of the veins. 

Asarnm europaeum. In Asarum europaeum, whose leaf resembles 
that of Caltha in all essentials, the elongation is not uniform, is more basi- 
petal, and the middle nerve is stronger. 

' The margin remains longer meristic and produces then the leaf-teeth, and the apex of the leaf 

appears in the process of elongation to precede the base. These details cannot, however, be 

discDssed here. It may be pointed out only that the mid-ner\’e develops somewhat more strongly 

than the others and also precedes them somewhat in inception. A monocotylous ven.ation does not 

come about here on account of the early inception of a massive cylindric leaf-stalk fsee Fip 2.16 
to the left). \ s- 4 . 
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Jussieuea salicifoUa. The relationships in the formation of the leaves 
of the flower are very instructive. Fig. 223, for example, shows a petal of 
Jussieuea salicifolia upon the left and a sepal to the right. The sepal has 
monocotylous venation. From the first its base is broader and it is elon¬ 
gated with uniform growth in surface. The petal arises as a much smaller 

papilla, which then widens out in the direction indicated by the course of 
the nerves. 


Praxinus excelsior. Fraxinus gives us an example of a pinnate leaf 



(Fig. 224), The pinnules are 
laid down in acropetal suc¬ 
cession, and there appears 
in the broad base of the leaf- 
primordium a large num¬ 
ber of conducting bundles 
(Fig. 224, Q, which radiate 
from one another in corre¬ 
spondence with the growth 
of the pinnules. As the 
pinnules separate from one 
another at a later period, 
there is formed from a por¬ 
tion of the upper leaf be¬ 
tween each pair a stalk-like 
leaf-spindle or rhachis, and 
the original arrangement of 
the bundles is lost. The 
leaf-stalk here exhibits also 
a growth in thickness, and 
the bundles are arranged 
nearly in a circle. 


Kic. 224. Fraxinus cxcclsigr. A, (ip of iUtt shoot from the out¬ 
side. Ridit and left of the apex the primordia of pinnitr leaves 
already'show the acropetal pinnules, bud in transverse section. 
t, initial strand in base of young leaves; r, %*ascular bundle in 
basal part of leaf-stalk of next older le.if; e\ vascular bundle in 
upper part of Icaf-stalk. C young leaf showing the pinnules <9. r, 
and the conducting bundles J/. ///. /), scheme of the course of 

the conducting bundles in the adult leaf, lettering as in C. After 
Deinega. 


Amongst the Dicotyle- 
dones there are also cases 
where the leaf-stalk is dis¬ 
tinguished from the lamina 
only by its small size. It 
arises then relatively late 


and has the vascular bundles arranged in one row, as, for example, in 
Plantago media, whose leaf-lamina has the primary veins arranged quite 
like that of the ‘ type ’ of Monocotyledones. 
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CONNEXION BETWEEN CONFIGURATION OF LEAF AND 
RELATIONSHIPS OF LIFE. HETEROFHYLLV 

Frequent reference has been made to the connexion between configura¬ 
tion of leaves and the relationships of life, and a comprehensive treatment 
of this subject is scarcely possible without a pretty full account of anatomical 
structure, and this is beyond the scheme of this book. We know, too, in 
many cases nothing at all about the meaning of the configuration of the 
leaves, and I do not think that the configumtion of the leaf is everywhere 
to be regarded as a direct adaptation. It is quite clear in xerophilous 
plants, in which so often there is reduction of the 
leaf-surface, that when rolled leaves appear in the 
most different families they have relation to, the 
external conditions. Similarly the divided leaf- 
surface which occurs in submerged water-plants 
of most different cycles of affinity, whether it 
arise by branching, as is usual, or by the formation 
of holes, as in Ouvirandra ^ has clearly a relation¬ 
ship to the conditions of life, just as have the gills 
in animals. The long drawn-out tips of the leaves 
of many plants which grow in wet regions serve as 
drip-tips-, and are therefore adapted to the rapid 
drying of the leaf-surface. On the other hand, we 
find that many forms of leaves appear through 
‘ variation ’ and stand only in very indirect rela¬ 
tionship % and cannot at any rate be regarded as 
direct adaptations, to cn\ ironmcnt *. The fern-leaved ‘ varieties ’ of beech 
and other plants and the remarkable crested and other so-called ‘mon¬ 
strous ’ leaves in ferns are of this character (Fig. 225). 

In these circumstances it will be more satisfactory in dealing with this 
part of the subject if a few examples be described, drawn from plants in 
which the configuration of the foliage-leaves is strikingly different at different 
periods of their life. 



Fig. 92 ^. PolypcKlium vuignre. 
Leaf winch, in >0111 c pinimlcSt 
shous more copious branching than 
usual. 


* Goebel, Pfianzenbiologische Schilderungen, ii (1893), p. 320. 

^ Jungner, Anpassungeu der Pfianzen an das Klima in den Gegendcn dcr rcgaireichcn Kanierun- 
gebirge, in Bolanischcs Ccntralblalt, xlvii (1891), p. 353; Slahl, Regenfall und Dlaltgestalt, in 
Annalesdu Jardin botanique dc Buitcnzorg» xi (1893), p. loo, 

* See Goebel, op. cit., ii (1893), p. 320, where I show that the Podostemaceae may under 
iUe external conditions exhibit manifold relationships of configuration. See also Goebel, op. cU., 
1(1889)1 Introduction; id.,Ubcr Studium und Auffa&sung der Anpassungserscheinungen bei Pflanzen, 
Akademie-Redc» Miinchen, 1898. 

* See Part I, p. 185. 
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(i) PTERIDOPHYTA. 


Where the configuration of the leaf is so simple, as it is in the Lyco- 
podineae and Equisetaceae *. it is hardly to be expected that there will 
be any or, at least, any considerable division of labour between the leaves. 

Lycopodium. The dilTerence in the conformation of the leaves in the 
dorsiventral shoots of Lycopodium has been already explained Excep- 
tional cases like the formation of hooks on the leaves of the chief shoots of 
Lycopodium volubile are evidently modifications for the purpose of climbing. 

Filiciaeae. The Filicineae, as is well known, show a marvellously 
varied configuration in leaf. The great division of the leaf-lamina renders 
it more resistant to the effect of wind and rain, an effect which can only be 
overcome in an undivided leaf by greater strength of construction. The 
Hymenophyllaceae are particularly instructive in this respect. One of the few 
forms with large undivided leaves is Trichomanes reniforme, and it is pro¬ 
vided with kidney-shaped leaves. It grows on tree-stems on the wet west 
coast of New Zealand ^ Its leaf-lamina is many-layered, in contrast with 
the case of other Hymenophyllaceae, where the lamina is almost without 
exception one-layered. A similar comparison may be instituted between 
the construction of the leaves in Adiantum reniforme, where they are entire 
and kidney-shaped, and those in other species of Adiantum, where they are 
greatly divided and have delicate leaflets. These examples show that 
external form and internal structure are most intimately connected. 

Of this anatomical construction I can say but little here. The leaves 
of most Filicineae have essentially the same structure as the leaves of other 
land-plants, that is to say they possess an epidermis which is often very 
little different from the tissue immediately below it; there are stomata 
upon the epidermis ; the mesophyll is traversed by conducting bundles and 
intercellular spaces, and the whole structure is such that the leaf is not able 
to take up water in any quantity from the outside. But there are a number 
of ferns which live in moist shady localities whose leaf-structure is simplified 
in much the same way as we find it in the leaves of many water-plants; they 
have no stomata, and in the physiological sense no epidermis; of intercel¬ 
lular spaces there are none ; the leaf-surface, apart from the veins, is 
frequently one-layered, and the whole differentiation of tissue is quite like 
that in one of the Musci. This modification appears in different groups of 
the Filicineae and independently in each, a fact of so much interest that 
a few examples will be given in illustration :— 


> The leaves are here esseotially protective organs, in hypogeons shoots also Iwrmg organs. T e 
concrescent sheath-like leaves of the fertile shooU are more strongly developed than «ose ol toe 
sterile shoots because the bnd of the fertile shoot is more massive. See Goebel, Uber die brucnt- 
sprosse der Equiseten, in Berichte der deutschen botanischen Gesellschaft, iv p. I 64 - 

» Si" raSei da^ °the^leavcs are rolled up, and if the drought does not last long they expand 
again when moistened and continue active life* 



347 


LEAF-ADAPTATIONS IN FILICINEAE 

Asplenium obtusifolium. Asplenium obtusifolium, Linn.', is a fern which 
grows in moist shady localities. The leaves have no stomata and no intercellular 
spaces, and can take water directly from outside. That we have here to deal with 
a reduced form is evident, inasmuch as forms so nearly allied as to be regarded as 
belonging to the same ‘ siiecies ’ have both stomata and intercellular spaces. 

Todea. Amongst the Osmundaceae some species of the genus Todea—T. 
pellucida, T. superba, and their allies which form the section Leptopteris, often 
isolated as a special genus—have been long known by their thin translucent leaves 
and their life in moist shady localities. T. superba is, however, as I have satisfied 
myself in New Zealand, much less sensitive than one would suppose to drought that 
is not too prolonged. 

Teratophyllum aculeatum, var. inermia, Mett. Amongst the Acrosticheae 
Karsten * has noticed some remarkable examples of analogous adaptation. Terato¬ 
phyllum aculeatum, var. inermis, Mett., is a climbing fern with two kinds of leaves, 
those which lie against the tree-stem and those which stand off from it. The latter 
are the special assimilation-organs and have the ordinary structure of the leaves of 
ferns. The former have an anatomical structure which recalls by its translucency 
and colour the leaves of the Hymenophyllaceae, but they have upon their under 
side stomata, they can be wetted, and they sen-e to retain water, and probably 
also take up water. It is much to be wished that we knew the configuration of the 
leaves of the germ-plant. 

Hemitelia capensis. In this category we may place those remarkable forma¬ 
tions upon the leaf-stalk of Hemitelia capensis, which were of old regarded as 
Hymenophylleae *, and have in literature the senseless name of ‘ adventitious 
pinnules.’ Judging from their appearance and the anatomical structure of dried 
material * they are merely formations of the basal pinnules of the leaf adapted to 
the absorption of water. The plant grows in moist hollows in the vicinity of water¬ 
falls ; and as in the Hyittenophyllaceae and in Dumortiera amongst Hepaticae, a 
change has been brought about in the plant by the conditions of the locality, but it 
is limited to a portion only of the leaf. The basal pinnules are finely divided, and 
the lamina is much less developed than it is in the ‘ normal ’ leaf-pinnules and is 
only unilateral along the veins. It is thin, probably wettable, and resembles the 
leaves of Teratophyllum in having stomata only upon one side. The intercellular 
spaces are very small. 

Hymenophyllaceae. In the Hymenophyllaceae adaptations like those just 
mentioned are very common. W'e know of no species of Hymenophyllum provided 

* See Giesenhagen, Cber hygrophilc Fame, in Flora, Ixxvi ^Frganzung^band zutn Jahrgang 189*), 
p. > 57 - 

* Karsten, Morphologische und biologische Untersuchungen Uber cinige Epiphytenformen der 
Molukken, in Anualcs du Jaidin botanique de Buitenrorg, xii (1895), p. 117. Christ, Die Farn- 
kranter der Erde, p. 39, unites this fern with Acrosuchum (Loraariopsis) sorbifolium, an identification 
that appears to me very doabtful. I cannot discuss systematic questions here, and will only remark 
further that Christ’s tenn ‘ adventitions leaves,’ for water-absorbing leaves, is an impossible one, as 
there are no adventitious leaves here. 

* In the Munich Herbarium some pinnules are named Trichomancs incisum, Th.; another had 
the equally erroneous label * paleanim Hemiteliae ripariae, R. Br., metamorphosis.' 

* I unfortunately had no fresh material. 
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with stomata. In many of them-for instance Trichomanes brachypus whose leaves 
lying close upon the stem of the tree, give the impression of a gigantic richly 
branched lhallose liverwort, T. Hildebrandti, and others—the leaves are fastened 
to the substratum by hair-roots evidently in order that they may retain the water 
which runs down the stem. 

Giesenhagen has shown that arrangements for holding water similar to those 
found in some thallose Hepaticae are also known amongst the Filices. 

Salvinia. Salvinia possesses leaves which are adapted to a life in water. Every 
te.xt-book explains that this plant has two kinds of leaves, float-leaves and water- 
leaves, the former are simple, the latter, apparently branched in a tufted manner 
hang in the water and have no stomata. A peculiar divergent form of construction 
is described for the float-leaves. Whilst the float-leaves of S. natans are in the 
unfolded condition flat those of S. auriculata have a peculiar canoe-form (Fig. 
226). This upfolding of the lamina protects the plant from too strong illumi¬ 
nation, but it particularly 
affords the leaf-surface pro¬ 
tection against wetting, for it 
bears many stalked luftedly 
branched hairs which do not 
allow water-drops to reach 
the leaf-surface, and even if 
the leaf be submerged the air 
between the hairs is held so 
firmly that the water cannot 
touch the leaf-surface. Other 
float-leaves are rendered un- 
wettable by the nature of their 
surface and not by hairs. 

Azolla. In Azolla there is only one kind of leaf. The leaves which stand upon 
one leaf-axis have a similar construction, but there is a different construction in the 
parts of one and the same leaf, and in this way biological relationships like those in 
Salvinia are established. The remarkable construction of the leaf of this floating 
water-fern has been described, so far as I know, from the purely morphological 
side only, not from that of its biological significance*. Each leaf consists of two 
lobes, an upper and an under, and these both in structure and function are very 
different. The upper and upwardly directed leaf-lobe serves as an assimilation- 
organ, its morphologically lower side is directed upwards, and has an arrangement of 
the tissue in correspondence thereto—there are palisadc-like cells(Fig. 227, II,<?p 0^ 
and numerous papillae which contribute to making this side unwetlable. Upon the 
morphologically upper side, here turned downwards, of the upper lobe, there occur the 
peculiar pits secreting mucilage^ which are inhabited by one of the Nostocaceae, 

• See for the history of development, Gliick, Die Sporophyllraetamorphose, in Flora, Ixxx (1895). 

jQg » See Strasburger, Uber Azolla, Jena, J 873 - 

’ I pointed out many years ago that these pits are organs for the secretion of mucilage. The 
significance of the symbiosis with Anabaena can only be understood when the metabolism mthin 
the Cyanophyceae is better known. 




Fig. 326. Salvinia auriculata. On the left: leal seen obliquely 
from above. On the ri^ht: leaf seen from point of insertion. Ma^ni* 
Hed 3. 
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and which are the feature in the leaf of Azolla that commonly attracts notice. '1 he 
under lobe is constructed in an altogether different way (Fig. 227, II.w,,«,). It consists 
throughout its greater part of one cell-layer, only a middle portion lying somewhat 
towards the top is many layered. In this many-layered area some chlorenchyma and 
stomata are present upon the upper side, and it is evidently the position which, as the 
transverse section shows, is least covered by the upper lobe and receives the most light. 
What is the meaning of this remarkable leaf-structure? It is clear that the juvenile 
portions are aptly protected in this infolding, formation of lobes, and covering, and 
investigation shows that the lower leaf-lobe is wettable on its outer side and takes 
up water ‘. If one lays root¬ 
less portions upon the surface 
of a weak solution of methyl- 
blue, the cell-contents soon 
become partly coloured blue. 

'I'he uptake of water occurs 
not only through the roots 
but also through the lower 
lobe of the leaf, which there¬ 
fore has the double function 
of protection of the bud and 
uptake of water, besides that 
of assimilation which seems 
to me to be only secondary. 

The upper lobe, rich in chlo¬ 
rophyll, is on the other hand 
essentially an assimilation- 
organ, and as it nowhere comes in contact with the water, stomata are formed on 
both sides, instead of on the upper side only as in float-leaves generally, whilst its 
oblique position protects it, as is the case in Salvinia auriculata, against too strong 
insolation. Further, the leaves of Azolla by their peculiar configuration and posi¬ 
tion form many air-spaces between their lobes, and these are of service not merely 
in the gas-exchange of the plant but also in enabling the plant to float. Azolla is 
thus an instructive plant because it shows how the formation of the leaf is influenced 
by its lie —it has palisade-parenchyma upon the under side, and a dilTerent con¬ 
struction of the upper and under lobes—and also how the conformation of the leaf 
is bound up with the manner of life. 



Fig. 227. Atom iiliculoUles. 1 , habit of o shoot, seen (rom abovtv 
The pits inhabited by Anabaena are indicated by circles ol dots. H, 
bud in transverse section, ox M|, M), 04 Ui arc respectively 

the upper and under lobes ot* Tour leaves. The shading lines on oi and 
inoicate the palisade-parenchyma. Magnified. 


Epiphytic Filices, Remarkable hetcrophylly also is found in many 
epiphytic ferns-, and this was formerly confounded with the differences in 
configuration of sterile and fertile leaves which occur in many ferns:— 

Polypodium (seotioa Drynaria). In Polypodium quercifolium, P. propin- 


* This is also the case in a land*plant, Plnguicuia. 

* See Goebel, Morphologische uad biologische Studicn: I. Uber 
Moscineen, in Annales da Jardin botaniqtic de Builenzorg, vii (1888), p. 1; 
Schilderungcn, 1 (i889\ p. a 16. 


epiphytische Fame und 
id., Pd anzenbiologische 
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quum, and other species of the section Drynaria. there are sulked pinnate foliage- 
leaves which serve as assimilation-organs and also bear the sporangia; but besides 
there are unstalked nest-leaves, possessing broad heart-like bases which soon lose 
their chlorenchyma, and being provided with thick ribs act as accumulators of 
humus which the fern then uses as a ‘ soil.’ Both leaf-forms appear in regular 
alternation, at least in the cultivated examples which I have observed for many 
years; they are not mixed up irregularly one with the other. The formation of the 
leaves as it is described in the germ-plants, as well as a comparison with allied 
forms, for example P. Heracleum, make it probable that the species which have 
nest-leaves have been derived from those possessing at first sUlked-leaves, all of 
which were assimilation-organs only ; then, a shortening of the stalk and a broaden¬ 
ing of the base of the lamina having taken place, only one kind of foliage-leaf with 
broad base was produced, serving both for assimilation and for the accumulation of 
humus j following this a division of labour occurred, and one leaf lost almost 
entirely the function of assimilation, whilst another became constructed as an 
assimilation-organ alone. 

Platycerium. Like features are to be found in the genus Platycerium *. This 
fern has two kinds of leaves : one is that of the mantle-leaf, wholly spread out close 
upon the substratum, or with its posterior part erect, and thus able to act as a nest- 
leaf; the other is that of the ordinary foliage-leaf. The mantle-leaves form layers 
closely placed one above the other, and as they die their humus is taken up by the 
roots. The erect portion collects humus just like the nest-leaves of the species of 
Polypodium mentioned above. The relationship between size and organization 
appears in these ferns very markedly; only by the construction of a special adapta¬ 
tion are they able to reach the giant size often attained by Platycerium grande and 
P. biforme, and which makes them amongst the most bizarre constructions in the 
plant kingdom. 

KataphyllS in Pteridophyta. The formation of kataphylls will 
be treated of in a special section, but I may mention here their occurrence 
in the Pteridophyta. They are known in only a few species of Filices, for 
instance in Onoclea Stnithiopteris and some species of Osmunda, 0 . regalis 
and O. cinnamomea. In Cystopteris bulbifera they occur as storage-organs 
on the bulb-like leaf-borne ‘ adventitious shoots 2.’ They arise in this way: 
the leaf-lamina at a relatively late stage of development—a stage quite 
visible to the naked eye—becomes arrested, whilst the leaf-base acts as 
a protection to the bud. In O. Struthiopteris, moreover, there are transi¬ 
tions also from the foliage-leaves to the kataphylls, they are leaves with 
a reduced lamina. The following remark of Stenzel ^ upon the kaUphylls 
of O. Struthiopteris illustrates well the earlier dominant idealistic morpho- 


* See Goebel, Pflanzenbiologische SchiWerungen, i (1889), p. iJ 4 - . 

* Also in the first leaves of the adventitious buds which anse upon the fleshy supidcs of 

Marattiaceae the lamina is usually arrested. . m Her Kaiserl Leop.- 

* Stenzel, Untersuchungen uber Bau und Wachsthum der Fame, in Nova Acta der Kaiserl. P 
Carol. Akademie der Naturforschcr, xxviii (1861). 
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logy which is even now not without influence. • Their ape.K bears a circi- 
nate leaf-lamina which, although it is very reduced, prevents me from 
recognizing them as kataphylls.' This remark shows very cle.arly how the 
genetic relationship of the foliage-leaves to the kataph\-lls ’ was ignored in 
idealistic morphology. Characteristic kataph\’lls are found in the species of 
Isoetes which grow upon land and whose stem during the resting period is 
covered by a sheath of hard brown scales. These are the basal portions of 
leaves whose arrested lamina is still visible as a small point. 

( 2 ) sPEA’.uop/ryr.i. 

We leave out of consideration for the moment the cotyledons, hypso- 
phylls, and k.ataphylls, although we shall see that there is no sharp limit 
between them and the foliage-leaves, and we shall pass over also the primary- 
leaves, which have been already treated of. and only deal with a few examples 
which may show how the appearance of dilTcrent forms of leaf in one and 
the same plant can be explained from the biological standpoint. 

(iJ) L.\Nn-rL.-\NT 5 . 

Campanula rotundifolia and other Campanulaceae. It has been already 
shown’ that these plants possess two le.if-forms which are connected with one 
another by transitions. On the basal part of the plant there occur stalked leaves 
with roundish reniform laminae, the 50 <aUed ri>unJ/iixx (S iFig. 121, Part lY Further 
up there are leaves which are either unstalked or shortly stalked, and have long 
narrower leaf-laminae. These are the -V.rrvv. The absence of the stalk in the 
long leaves can be so far explained by the position of these leaves up>on an elongated 
shoot-axis, which rises up over the adjacent parts. The narrowing of the leaf- 
laminae may make them more resistant to mechanical injuries in their more exposed 
position. The round leaves also, as has been shown, are ‘ attuned ' to a less light- 
intensity than are the long leaves, and this may also explain why such species of 
Campanula as C. laiifolia, C. Trachelium, and others, which grow in stations of 
a different degree of shadiness, for instance in shrubberies, on the margin of woods, 
have no long leaves in their upper part, but leaves which are distinguished from the 
lower ones only by the absence of leaf-stalk and their smaller size. In such 
localities the leaves are also more protected against wind and rain than they are in 
the open. On the other hand we find in species of Edraianthus, for example 
E. Pumilio, which grows on sunny rocks, alike in the upper and in the basal part, 
leaves which correspond on/y with the long leaves of C. rotundifolia. 

Scabiosa Columbaria and allies. We have a similar relationship in many 
Dipsaceae. In Scabiosa Columbaria there is a striking difference between the 
lower and the upper leaves (Fig. aaS). The lower are stalked and have a simple 
leaf-lamina with toothed margin. As we pass upwards the stalk disappears and the 
leaf becomes pinnatipartite, at first at its base and then later above, and in the 


‘ See Part I, p. 7. 


* See Pan I, p. ^43. 
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upper leaves branches are formed upon each lobe. The plant grows in sunny 
stations and the basal leaves are more fitted to contend with the environment' as 
entire leaves than as divided ones, whilst divided leaves on the other hand, by their 
division, are better able to withstand wind and rain ®. Putting aside this teleological 
explanation it would appear that these undivided leaves are ‘ attuned ’ to a smaller 
light-intensity than are the divided ones, just as are the round leaves of Campanula 
rotundifolia. At least I have found that plants growing in shady places produce 
more undivided leaves than do plants in the sun, and Knautia sylvatica which 
naturally grows in the shade, has all its leaves, in the neighbourhood of Munich, 
undivided. Knautia arvensis has pinnatifid leaves, but there is a ‘variety’—integri- 
folia—in which the leaves are not pinnatifid, and I conjecture that the variety is 

merely a shade-form. Culture 
experiments are indeed neces¬ 
sary for the solution of this 
question, but that in plants 
which first of all bring forth 
undivided leaves, and then later 
leaves which are more or less 
divided, we can hinder the 
formation of the less divided 
leaves by external conditions 
is shown by the behaviour of 
many arctic plants. Regard¬ 
ing them Pansch * says, ‘ Some 
plants, which in the temperate 
zone possess mostly divided or 
cut leaves, for example Saxifraga caespilosa, Linn., and Taraxacum, produce in the 
far north chiefly simple leaves.’ This, however, does not enable us to decide how 
far the difference is the result of direct influence of external factors. That the 
segmentation of the leaf in Taraxacum is much richer in well-nourished examples 
can be easily established by the comparison of the starved form of our meadow- 
moors—the Taraxacum palustre, DC.—with the well-nourished examples of our 
glens; and it is likewise known that in Symphoricarpus racemosus segmented 
leaves appear upon the luxuriant water-shoots whilst they are undivided commonly. 
A direct connexion of the segmentation of the leaf with the external conditions of 
life is not perceptible. 

Cases which are the converse of those which have just been described in 
which then the differentiation of the foliage-leaves in course of development 



FlO. 72 $. Scabiosa Columbaria. Leaves, in the succession I, II, 
III, IV from below upwards, from different regions of the shoot. One 
third natural size. 


» Which suppresses them through withdrawal of light like the leaves pressed to the ground of 

* See Stahl, Regenfall ond Blattgestalt, in Annales du Jardin botanique de Buitcnzorg. xi (1893). 

^■’'Snsch, KUma und Pflanzenleben in Ostgronland, in Zweitc deutsche Nordpolfahrt, Botanik, 
p. 18. See also what is said about Danism in Pari I, p- 259* 
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may become simpler than it was at the beginning, arc met with especially 

in many plants with xcrophilous adaptations ^ 

SCAIE-LEKE Leaves. So far as morphology is concerned 1 may 

mention here, because of the analogy they show with many kataphylls, that 
the scale-like leaves of the chief axis, for instance, of Veronica lycopod.o.des 
(Fig. io6, Part I), correspond to the leaf-base of the more highly segmented 

leaves which appear in ger¬ 
mination, and occasionally also 
later as reversions. The la¬ 
mina is only indicated by a 
short point. In this category 
we may also include— 

PllYLLODiA. Here there 
is an alternation of function 
between the parts of one Icaf- 
primordium. The leaf-stalk, 
in many cases also the leaf- 
spindle or rhachis, is con¬ 
structed as an assimilation- 
organ, whilst the leaf-lamina 
is more or less reduced. The 
expression phyllodium has 
been frequently used, in an 
indefinite and \\ rong manner, 
for leaves which diverge from 
the forms in their alliance by 
being simple and unsegment¬ 
ed ; for example, for the leaves 
of the species of Hr)’ngium 
which are like hlonocotyle- 
dones, the leaves of Ranun¬ 
culus Lingua and R. Flam- 

mula, and the riband-like FlC-i^g. Rubusaustr.i1isv.ir. ci»i 0 i<les. The 

. , r • • foHaRc-ka>cs have well developed laminae. AUvr A. Mann- 

primary leaves of bagittaria^ 

and the leaves of some species of Lathyrus ■. As we have learnt from the 

* 

account of the history of development of the leaf above given, the notion 
of phyllodium involves that an arrestedprimordiuni of a lamina is present, 
although the arrest may take place at a very early period. But in those 
cases where the term phyllodium has been wrongly used, a leaf-stalk has 
not generally been laid down, and we must keep the two cases entirely 
separate, as they have nothing whatever to do with one another. 



' See what is said rcgardini; juvenile stages, Part 1 , p. 165. 


’ Sec Part I, p. 161. 
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The arrest of the leaf-lamina may take place at various ages, and there 
are therefore transitions between phyllodia and foliage-leaves. 

Rubus australis. The first example to be quoted is of a plant whose 
leaf-stalk serves as an assimilation-organ, but without suffering any striking 
change in its outer conformation, whilst the size of the lamina is reduced. 


It is Rubus australis. This plant occurs in different 
ticularly marked by the different degree of develop¬ 
ment of the leaf-surface. The plant depicted in Fig. 
230 has branched leaves with very small lamina, and 
the long stalks of the leaflets serve as assimilation- 
organs. The seedling (Fig. 229), on the other 
hand, bears leaves with well-developed lamina. 
We can hardly speak here of phyllodia because 



Pig. Rubus uustralis var. cissoidtts. Fortiofi of an older leaf. 
Laminae of the Jea/lets reduced. The stalk serves as an assioilatin^ and 
scramblin;*or^o. After A. Mann. 


forms, which are par- 



PlO. S 31 . Oxalis 
niscifolia Two leaves. 
That to the ri^ht has 
a weII*developed ter- 
nale lamina. That to 
the left shows only the 
three points from 
which the leafletSi 
which were early ar¬ 
rested, have fallen off. 
Natural sire. 


the leaf-stalk has not the flattened form which is characteristic of most 
leaves. Such a limit is, however, scarcely to be drawn, as we know of 
cylindric leaves. 

Viminaria denudata. Viminaria denudata, one of the Leguminosae, 
behaves like Rubus australis. The phyllodia are cylindric, and whilst no 
apparent leaf-lamina is present, yet in a careful investigation of the history 
of development it could easily be shown. On seedling-plants it is regularly 
present. 

Ozalis ruflcifolia. Fortuitous formation of the leaf-lamina, at least in 
the plants cultivated in greenhouses, appears in Oxalis ruscifolia (Fig. 231). 
Here the leaves have a leaf-stalk which is broadened out like a lamina. 
The leaf-lamina consists of three delicate leaflets, and is in many leaves 
fully developed and falls away later, whilst in others it never unfolds. We 
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have then here from the beginning a typical phyllode with arrested lamina. 
The event would be quite the same if it took place at a still earlier period , 
at a stage when the primordia of the three leaflets of the lamina are visible as 
small rudiment.s. or at a stage when the leaf-lamina is still undifferentiated. 
When speaking of leaf-tendrils hereafter we .shall sec what a stumbling-block 
the notion of a ‘transition’ has always been to many authors. Such cases 
as that above explained are tliercfore worthy of mention here. 

Parkinsonia aculeata. Parkinsonia aculeata behaves in a similar 
manner in so far as the leaf-spindle is here widened, and the leaflets sitting 
upon it fall away later. 

Before discussing other examples it must be mentioned that in the 
formation of phyllodes 

we have always an ^ 

adaptation against loss 
through intense tran¬ 
spiration. We may as¬ 
sume that in the cases 
which have been de¬ 
scribed, the tissue of the 
leaf-lamina was not in 
a condition in which it 
could change in response 
to the requirements of 
the environment, whilst 
the leaf-stalk, which 
arises as we know at a 
later period in the course 
of the development, re¬ 
mains more plastic. That we must regard the outer conditions as a stimulus 
only, which brings about a varying reaction according to the peculiarity of 
the individual species, does not require any further exposition *. 

Acacia. The best known examples of the formation of phyllodes arc 
to be found in a number of Australian species of Acacia. It is usually said 
that in the phyllode of Acacia the lamina is entirely wanting^. This 
is incorrect, for the lamina can always be seen upon the primordium 



FiC. Aci^cia c^tUcnifoliA. W, /f, C, in ihe c)cv«lopmrnt of a 

phyllode. /, ihc laminar pnmordiuin in process of arrest; the 
devclopinjr into the ohyllo«le. Besidr each leaf one of its t\>o stipules is 
seen. Magnilied. Alter A. Mann. 


' The behaviour of the Australian $pecie> of Cassia is instructive* Cassia eremophila has a leaf¬ 
stalk expanded vertically, but which bears pinnules in pinnate fashion; in C. phyllodina those 
pinnules are suppressed. s Sec Pari I, p. nj. 

’ Hildebrand, Ober die Jugendzoslaiide solcher Fflanzen, welchc im Alter vom vejjetalivea 

Character ihrer Verwandten abweichen. in Flora, Iviii (1875), p. 322 ; Frank, Lchrbuch der Botanik, 
ii. p. 260. 

' See Ooebel, Ycrgleichende Enlwicklungsteschichle der Pflanzenorpanc, in Schenk's Handbucb 

der botanik, iii (1884), p. 341. A. Mann, Was bedeutet * Metamorphose * in der Botanik I Inauc. 
Dissertation, Miinchen, 1894. 
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The lamina is relatively large in Acacia calamifolia (Fig. 232,/), and the 
whole history of development of the phyllode conforms throughout to 
the normal development of a leaf, only the lamina soon becomes stationary 
and arrested, the leaf-stalk develops into the phyllode. A study of the 
history of germination leads to the same result (Fig. 102, Part I). The 
lamina is visible in Fig. 233 representing a shoot of Acacia alata. 

In some species of Acacia, for example A. floribunda. A. melanoxylon, 
and A. uncinata, there are transition-forms which show that the rhachis may 
have a share in the formation of the phyllode. 

The configuration of the phyllodes varies greatly in the genus Acacia k 

VVe may consider as ‘typical’ the phyllode which is 
developed in a vertical direction and has a leathery 
texture, but the phyllodes may be needle-like, as in 
A. juniperina and A. verticillata, or cylindric and 
stalk-like, as in A. teretifolia, A. juncifolia, A. scirpi- 
folia, and others. We do not know what is the 
relation between the configuration of the phyllode 
and the habitat in individual cases, and we must 
therefore, in framing an explanation of the forms, 
draw upon the whole behaviour of the plants. It is 
clear that, in one and the same place, a plant which 
possesses a deep widely spread root-system requires 
the formation of its leaves to be less adapted to the 
lessening of transpiration than does one in which the 
root-formation is less developed It is also scarcely 
open to doubt that the profile position of the leaves 
which is so common in Australian plants, and which 
is also observed in the formation of phyllodes, is an 
arrangement for the lessening of transpiration. The 
degree to which this control is developed varies 
greatly in the different species of Acacia which have phyllodes. Many 
have their phyllodes constructed as relatively thin plates of tissue of 
considerable size, resembling in their configuration very markedly the 
leaves of many species of Eucalyptus, and these will naturally transpire 
more than the forms with small needle-like phyllodes. Of species possess¬ 
ing such needle-like forms A. verticillata (Fig. 245) is worthy of mention 



Pig. 2^3. Acacia ahia. 
Apex of shoot winded by phyl* 
lodes. Bestdf* each phyllode 
one of the two stipules of the 
leaf is seen. Z, the arrested 
lamina of the phyllode. 


> See Reinke. Unlersuchungen iiber die AssimilaUonsorgane der Legnminoscen: VI. Mimosaceen, 

in Pringsheim's Jahrbiicher, xxx (l897)> P* 5 ^ 3 - v i rr ic 

* The relationships of the root-syslem to the epigeous part, especa ly to 

generally little regLded. These relationships are evidently different 
fdult; and that in good soil many thorny plants do not have the.r twrgs 

essent ally connected with the development of the root-system, ^he effect of the re^ 
must be Ire marked in bad soil than in good soil, and must be specially mtlaenced by the water 

supply. 
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because in it we find a division of labour amongst the leaves. Only a few 
of its phyllodcs have axillary shoots, and it is such phyllodcs only which 
commonly are provided with stipules' and they precede the others in 
development. .This has given rise to the incorrect hypothesis that the 
phenomena here arc similar to those observable in the Stcllatac, that is to 
say, that the phyllodes which have no stipules and no axillary shoots are not 
independent leaves, but the stipules of the others. 

In some species of Acacia we find an alternation between the formation 
of phyllodes and of foliage-leaves, even after the plant has long passed the 
seedling state. This happens in A. hcterophylla, A. mclanoxylon, and 
others. We have here possibly a case like that which has been described 
above in Hakca trifurcata*, and which is also known elsewhere, namely, 
that the several shoots which develop periodically repeat the alternation of 
the configuration of the leaf which is found in the seedling, and that at the 
beginning of the vegetative period, when water is abundant, the juvenile form 
of leaf is formed, and then later the formation of phyllodes sets in. In 
plants grown in the botanic garden such a periodicity is unrecognizable, 
but then such plants arc not under natural conditions. It is easy to see 
that the formation of phyllodcs is no longer under the direct influence 
of outer conditions, for seedling-plants of Acacia which I examined formed 
phyllodes even though they were cultivated in a verj' moist chamber. On 
the other hand it has happened^ in young plants of A. verticillata, which 
had reached the stage of the formation of phyllodcs, that when they were 
retained for a very long time in a very dry chamber and were thus ‘ en¬ 
feebled,’ the formation of phyllodes was again called forth by cultivation in 
a moist chamber. All these phenomena will find their e.xplanation if we 
remember the important fact of development, that the primordium of the 
lamina is always present In the phyllodc, although in most cases its capacity 
for development is limited only to the seedling-plant. 

{b) M.arsh and Aquatic Plants. 

Differences in the leaf-forms arc frequently met with in plants in which 
the vegetative organs are placed partly under, partly above the surface of 
the water. We shall pass over the differences in anatomical structure and 
consider only the differences of form *. There are two groups of phenomena 
to be noticed here. 

Monocotvledones. In monocotylous aquatic and marsh plants the 
submerged leaves are essentially more simple than are those above the 
water. The submerged leaves have frequently a riband-form, the aerial 
leaves have frequently a segmentation into lamina, stalk, and sheath. That 

' Other species occasionally have stipules. 

* See p. 294. s Q D T 

‘ See Goebel, Pflaoeenbiologische Schilderuugen, ii (1893). p. aiy, for details.^ ’ 
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this latter conformation will be more advantageous in enabling the leaves to 
rise above the water or to float upon its surface requires no demonstration, 
and it is also clear that leaves living submerged in water do not require seg¬ 
mentation into stalk and lamina*. 

Dicotyledones. a second kind of heterophylly, which resembles 
that in Salvinia mentioned above, is found in a number of dicotylous plants 
which possess leaves appearing above the water-surface and leaves re¬ 
maining submerged. The leaves appearing above the water-surface have 
either entire margins, for instance the float-leaves of Cabomba, or have 
a surface which is only slightly divided at the margin as in Ranunculus 
aquatilis, Bidens Beckii, and Limnophila heterophylla * The .submerged 
leaves, on the other hand, are divided into numerous filaments, so that they 
expose a relatively large surface to the water out of which they take the 
material for their food. The biological utility of the difference in the form 
of leaf is also clear, although as has been already stated \ there are but 
few cases where a direct influence of the water-life upon the leaf-form can be 
established. 

Limnophila heterophylla. I had expected to find an illustration of this 
influence in Limnophila heterophylla * because in this plant all transitions may 
be readily observed from the much cut apparently verticillate water-leaves to the 
undivided leaves which stand upon the shoot above the surface of the water. The 
observations which I was able to make on living plants® showed, however, that no 
such direct influence occurs. The seedling produces divided leaves whether germina¬ 
tion takes place in water or upon the land, although in water the leaves are 
more elongated and show a different anatomical structure. Cuttings also from 
the upper portion of the plant, where the leaves are undivided, if cultivated as 
land-plants, produce not only side shoots with divided leaves, but themselves grow 
partly at the tip into shoots producing this form of leaf. 

Cabomba. The relationships in Cabomba where the water-leaves are divided 
are similar. The simple peltate float-leaves are only produced at the flowering 
period. Although it is natural to assume that the form of the water-leaves is the 
result of a direct adaptation, there is no proof of it up to the present. 

Banunculus multifldus. Ranunculus multifidus which is a form only slightly 
adapted to life in water®, shows when growing in the water a much richer branching 
of the leaf-lamina (Fig. 128, Part I), and it is very probable that a similar direct 
influence took place originally in other similar leaves, although it cannot now be 
proved. 


* See also Part I, p. 165. 

* In Bidens Beckii and Limnophila heterophylla there are no float-Icaves. 

* See Part I, p. 360. . . • • 

* Plants I brought from Ceylon grew easily and luxuriantly under cultivation. 

* See Goebel, Ptlanzenbiologische Scbildenmgen, ii (1893), p. 3 > 3 - 


* See p. 333 - 
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VI 

STIPULES, LIGULES, STIPELS 


I. ORIGIN AND FUNCTION OF THE STIPULES. 


The expression stipule was made use of by the older authors in no 
very sharply limited sense. They understood by it any small leaves or 
leaf-parts, as for example hypsophylls, or prophylls, or the intravaginal 


squamules in the axil of 
the leaf-base of many 
water-plants*. As stipules, 
however, we can only de¬ 
signate appendages of the 
leaf-base, which spring 
right and left from the leaf- 
base, as do the pinnules 
and leaf-teeth from the 
upper part of the primor- 
dium of the leaf. Phe¬ 
nomena of growth appear 
later, and in many cases 
conceal the original fea¬ 
tures. 

In the simplest case 
the leaf-base continues to 
elongate after the laying 
down of the stipules and 



raises the stipules some¬ 
what. These are then 
‘adnate stipules.’ Fre¬ 


Fic. CobatafCAndens. Ponion of a shoot s^cn obliquely from 
the side. The lowennost pair of pinnules of the leaf that is shown cut 
off to the left have each an auricled base, and these ct>ver the axillarv 
bud. ' 


quently more far-reaching changes ensue which, however, as will be 
shown, can be elucidated by a comparison with allied forms and by the 
history of the development—take, for example, the axillary stipule of 
Ficus and other plants. The recognition of this frequently led also to 
the derivation of other outgrowths of the leaf-base from the formation of 
free stipules. Free stipules were taken as the ‘ type ’ because they occur 
in a number of plants and suffer definite modifications, and to it even 
structure.s, like the ligule of grasses, were referred by the assumption of 


n (Anacharideen, Endl.), to Pringsheim’s JahrbUcher, i (1858) 

llh“ are organs which secrete mucilage for the protection of the 

die sSld^hiH Schilling. Anatomisch-biologische Untersuchungen iiber 

die Schleimbildnng der \\ asserpflanren, in Flora, Ixaviii (1894), p. 380. 
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a ‘ concrescence ’ or other change. This retracing assumption, which up to 
the most recent times has been dominant, I hold and shall endeavour 
in what follows to show is altogether an incorrect generalization. Out¬ 
growths of the leaf-base, even of the leaf-surface—in the form of the ligule 
of Selaginella and Isoetes which secretes slime, as well as of stipels or of 
transformations of the basal parts of the leaf-lamina—are developed in 
different families ‘for the purpose’ of protecting the bud. That this fre¬ 
quently takes place to the right and left of the leaf-base is easily under¬ 
standable because here the 
axillary bud is chiefly exposed. 
I must, in the first instance, 
bring forward a few examples 
about which there has been 
some doubt as to whether they 
are really stipules, or only 
the lowermost leaf-pinnules. 

Cobaea scandens. In 
Cobaea scandens the lower¬ 
most pinnules of the foliage- 
leaf have a different configu¬ 
ration from the others (Figs. 
234, 235). Whilst the upper 
pinnules, as is usual ^ are 
asymmetric with their basi- 
scopic half the larger, in the 
lowermost leaf-pair the acro- 
scopic half, that is to say the 
side turned away from the 
shoot-axis, is the broader, and 
at its base is provided with an 
ear-like excrescence. Careful 
examination shows that the axillary bud is formed beneath the ‘auricles’ of 
the lowermost pinnules which form a roof over it and so protect it against 
rain and sun. The position here is quite different from the usual one that is 
found when the stipules protect a bud, because commonly the stipules have 
their upper side turned to the bud, whilst these lowermost pinnules of Cobaea 
turn their under side towards it. In the light of these obseiwations we can, 
however, readily understand what is the teleological meaning of this divergent 
configuration of the pinnules. It is possible that something else has to be 
considered, but one can scarcely ascribe a special significance to the circum¬ 
stance that raindrops can collect in the narrow depression formed by the 



See Part 1 , p. i*a. 
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lowermost pinnules, although of course one may suppose that this might 
also prevent the access of ‘ unbidden guests ’ to the flowers. The case 
shows us at anj- rate how leaf-pinnules can be transformed into protective 
organs rescmblins stipules, and one might conjecture that elsewhere—but 
not everywhere !—stipules have taken origin in a similar way. 

Guilandina. A striking example of the employment of the lower 
pinnules as stipules is supplied by a species of Guilandina from Ceram, 
which is cultivated in the garden at Buitenzorg (Fig. 236). The leaf is 
bipinnatc; the lowermost pinnules have a peculiar form and arc developed 
to serve as stipules. 

Possibly we have the 
same thing in other 
Lcguniinosac. 

Lotus cornicula- 
tus. The leaves, again, 
of Lotus corniculatus 
arc icrnate and have 
two persistent stipules, 
but below these there 
is found on each side 
a small tooth which 
by many is considered 
the proper stipule. If 
this is right, which can 
only be determined by 
comparative investigation, the lowermost pinnules here are developed in 
the place of the arrested stipules, and have taken on quite a stipular form. 

Tetragonolobus siliquosus. In this plant we have the same features 
as in Lotus corniculatus. 

Auricles. It is not possible in many cases to separate sharply the 
pinnules from the stipules, and we find in many plants outgrowths at the 
base of the leaf-lamina which are described as auricles, and these have 
grown out into stipular formations. One example of this will suffice. 

Adenostyles albifrons. The leaves on the under portion of the stem of 
Adenostyles albifrons have a sheath-like leaf-base (Fig. 237, /). This appears 
in the leaves which stand higher up as two lobe-like expansions, and these, 
in the stage represented in Fig. 237, IIP, have become quite stipule-like 
structures. The only reason why they are not called stipules is that they 
are not present on the lower leaves; but we can easily find a biological 
reason for this. The lower leaves have only the stem-bud to protect, whilst 
the upper leaves have to protect the massive primordium of the inflores¬ 
cence, and the wing-like expansion of the leaf-base, which has led to the 
formation of the stipules, corresponds to this duty. 
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In most of the other plants which have got stipules these have arisen 
in much the same way only they are present in all leaves. In many cases, 
however, their origin has been different. 

Viburnum. Lubbock ^ has in connexion with this pointed out that 
in the genus Viburnum only V. Opulus possesses stipules, and he supposes 
that these ‘ stipules ’ are so placed in the intervals between the leaf-bases 
that they protect the stem-bud. It must be noted, however, that the 
Stipules here bear almost always glands at their apex, and further that 
they appear often in pairs at the base of a leaf (Fig. 238)2. Now 
below the lamina there appear a number of disk-like glands—which are 
much sought after by ants, and their secretion may also take a share 
in the Protection of the bnd, a point to which Lubbock gives too little 



J 1 UL. 


Fig. 937. Adcnostylcs albifrons. Appearance of the leaAsheatli. a lower leaf: // ami ///, from liighcrup 
the shoot. 

attention—and there are transitions between these sessile glands and 
the stipules. These ‘ stipules,’ then, are nothing more than stalked leaf- 
glands ; on account of their position they may be named ‘stipules ’ because, 
as I have endeavoured to show above, stipules have no uniformity in origin. 
In deciding, then, the question what parts that occur at the base 


> Lubbock, On Buds and Stipules, London, 1899. 

^ Impatiens glandulosa behaves in a like manner. The lower teeth of the leaves are transformed 
into glands. Such stalked glands are found also in pairs or in greater number upon the expansion 
which unites the bases of the opposite leaves. One may regard them as ‘ stipules.’ Sambucus 
nigra also shows on strong shoots formations corresponding to those of Viburnum Opulus. Between 
its two opposite pinnate leaves there occur two or three nearly cylindric or somewhat flattened 
‘ stipules,’ bearing at their apex a gland. Similar structures are found also singly at the base ol 
each of the leaves of the lowermost two pairs of pinnules, and they are often constructed like leaves, 
and indeed considered as lateral leaflets of the second degree. They often, however, are no 
developed. In many plants the capacity for a higher leaf-development remains latent. The lower- 
most pinnules of the potato, for example, also show frequently an indiwlion of the formation of 
pinnules of the second order, and in very strong examples these may be fully deve ope . 
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of a leaf arc to be considered as stipules, /miction must be taken into 
consideration. That this function, in the first place, is that of protecting 
the bud has been already stated, and it is performed in two ways 

(rt) Some stipules protect the lamina of the leaf upon which they 
spring, along with the portion of the shoot which lies above it. for example 
in Cunonia capensis, Castanea vesca, Amicia Zygomeris. and others ; 

{b) Other stipules protect the next higher leaves, for example in species 
of Cinchona, Magnolia. Ficus, Liriodendron, and others. 

Protlctive Function of Stipules. Frequently the work of pro¬ 
tection is the only function of stipules. In trees with marked periodic 
development as, for example. Quercus and Fagus, the stipules fall after 
the unfolding of the winter-bud. They are caducous. In the buds of 
these plants the lamina of the outermost leaves is arrested at an early 
period, and then the stip¬ 
ules alone discharge the 
function of protection ; 
in the inner leaves, how¬ 
ever, the primordium ot 
the foliage-leaf attains its 
normal size. An arrest 
of the lamina on the 
leaves whose stipules 
serve as protective organs 
during the resting period 
is exhibited in very un¬ 
equal degree, as other 
plants show. Sometimes 
the arrest is early, some¬ 
times it is late. In Lirio¬ 
dendron tulipifera at the 



end of the vegetative 
period the outermost leaf 
is already laid down in a 


Fic. ixS. Viburnum Opulus. Portion of a shoot. Two palr^ of 
stipuirs at the base of each leaf of the pair. Glands on the petioles 
below' the lamina. Ma|rni(jrd 2. 


complete condition with lamina, stalk, and two stipules, but only the stipules 

remain as bud-scales, the lamina and stalk—the leaf itself—are arrested and 

fall away ; on the next leaf also, which will be the first to unfold in the 

spring, the stipules alone develop further. In this case the primordium of 

the leaf becomes arrested only at a late stage of development, yet the process 

is fundamentally the same as that which is found in Quercus and Fagus 

and like plants. The tendency thereto is undoubtedly transmitted by the 

shoot-axis, whose internodes remain extremely short between the bud- 
scales. 


Assimilative Function of Stipules. In other cases the stipules 
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take a share in the assimilation-work of the foliage-leaves and live as long 
as these do. Such stipules are persistent. 

Number of Stipules. As to the number of the stipules we 
commonly find that there is one stipule upon each side of the leaf-base, 
apart from concrescences and splittings. In Viburnum Opulus {Fig. 238) 
we have not infrequently a pair, as is the case also in Sambucus Ebulus, in 

which plant the number and construction of the stipules is very variable_ 

sometimes there are two structures completely formed like pinnate leaves, 
sometimes there are four, and especially upon the upper leaves and on 
the first strong lateral shoots the stipules are much smaller and reduced 
to stalked glands like those in Sambucus nigra h 

Vascular Supply of Stipules. That the stipules are basal out¬ 
growths of the primordium of the leaf is also shown by the course of the 
vascular bundles, although I do not think that this is a point of great 
importance in the notion of ‘stipule.’ As is pointed out by De Bary^ 
the bundles which enter into the stipules are mostly branches from the 
leaf-bundles. Colomb® found this to be the case in all the plants he 
investigated. I would, however, call an organ a stipule which had other¬ 
wise all the characters of a stipule, even if it had independent vascular 
bundles, and Colomb's derivation of the stipules from ligular formations 
I hold to be quite unsupported and I shall advance further proof of this 
presently. 


2. DEVELOPMENT OF STIPULES. 

It has been shown above that the stipules are outgrowths of the leaf- 
base. The time of their origin is not fixed. In general it may be said 
with Massart ^ that the stipules arise the earlier, the earlier their work 
as protective organs begins. In Hydrocotyle, for example, where they 
enclose the leaf upon which they arise, they appear very early before the 
indication of any segmentation of the primordium of the leaf^ But most 
stipules have only to protect the younger leaves of the bud, and then they 
arise after or before ® the appearance of the differentiation of the upper leaf; 
if their function is an insignificant one or they are inclined to arrest then 
they arise relatively late. 

Arrest of Stipules. Such an arrest of the stipules takes place 


* See footnote 2 on p. 363, 

* De Bary, Compaialivc Anatomy of the Vegetative Organs in the Phanerogams and Ferns 
(English Edition)^ Oxford, 1884, p. 297. 

^ Colomb, Rccberchcs sur les stipules, in Annales dcs sciences natnrelles, ser. 7, vi (1887). 

‘ Massart, La recapitulation et I’ionovation en embryogenie vig^tale, in Bulletins de la Socict* 

Koyale de Botantque de Belgiqne, xxiii (1894)* 

* Massart’s figure is very unsatisfactory'* / *w 1 

* According to Massart they arise, in Cunonia capensis, before the primor lum o e a 
appears* This exception to an otherwise general rule requires further investigation. 
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frequently, so that the stipules naay appear as small teeth or may be 
cntlely wanting. Their absence is teleologically explained when the pr 
tection of the bud is otherwise provided for. Such a case has already een 
described* in the leaves of Lathyrus Clymenum, which have extremely 
reduced stipules, sometimes invisible. The increase in breadth of the 
whole leaf-primordiiim has made superfluous the development of the 
stipules as protective organs. We find the same in other cases, for example 
in Tropaeolum majus, where the stipules arise only upon the first two 
leaves as small pointlets and the broadened leaf-stalk itself protects the 
axillary bud. The case of Helianthemum described by Lubbock- is 
instructive. A number of species like H. vulgare and H. tomentosum 
have stipules; others like H. oelandicum and H. lasianthum have none. 
The former possess a narrow leaf-stalk, the latter have a broadened sheath- 
like leaf-stalk, and in the former the stipules act as a protection to the 
bud, in the latter the leaf-sheath. In H. guttatum the leaves in the lower 
part* of the shoot have no stipules; stipules appear in the vicinity of the 
flower-region, occasionally one of them is more or less arrested. A 
comparison with the case of Adenostylcs ^ gives us a biological explanation 

of this. 

DISTKIIJUTION OF STIPULES IN THE PLANT KiNGDO.M. It would 
carry me too far here to give the story of the distribution of stipules in 
the different familie.s and the few illustrations I have mentioned show that 


the appearance of these organs within the genera, even within the course 
of development of one plant, may vary. I will only say 

Pteridophyta. Stipules are found in the Marattiaceac of the group 
of the Pteridophyta, and their thick fleshy appearance i.s extremely 
characteristic ■*. The structures which were frequently considered to be 
stipules in the Ophioglossaccac are not of this nature. 

Monocotyledones. In Monocotyledones, whose ligular formations will 
be presently mentioned, typical stipules arc unknown, and this is con¬ 
nected with the wide-spread existence of the strongly developed leaf- 
sheath in this group. The interpretation of the structures which stand 
in the axil of the leaves of Tamus curopaeus and of the tendrils of Smilax 
as stipules is certainly incorrect 


^ See Part I, p. 1 ( 5 ^, 

^ Lubbock, On Buds and Stipules, London, 1^99^ p. 203, thinks that the time of origin of 
stipules distinguishes them from pinnules, and that in a compound leaf with basipetal development 
they appear not last but relatively first. But this entirely overlooks the biological point that early 
origin is connected! with evarlincss of functional activity. 

’ See p. 361. 

^ These arc axillary stipules. They appear in the same mauner in Todca. 

® ^Vith regard to Smilax see p. 323. 
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3. RELATIONSHIPS OF CONFIGURATION OF THE STIPULES 

AND THEIR TRANSFORMATION. 

Stipules do not stand in such varied relationships to the outer world 
as do the leaves, and therefore their configuration is simpler than is that 
of leaves. The size and form of the stipules is closely connected with their 
function as protections to the bud. Where, as in Vicia Cracca (Part I, 

7^)> they have only to fill the space between the leaf-pinnules in the 
bud, they are naturally smaller than where they have to cover the whole 
bud, as in Bauhinia and Lathyrus Aphaca (Part I, Figs. 72 and 77). The 
form and size of the stipules often change in the course of the individual 
development, during which of course the size of the bud which is being 
protected increases, and it is clear that buds of an inflorescence require 
more room than a vegetative bud. The primary leaves of Viola tricolor 
have, for example, no stipules, then follow leaves with simple stipules, and 
further up the stem come leaves with large pinnatifid stipules. The lobes 
of these stipules bear glands which secrete mucilage and serve markedly 
in this relationship for the protection of the bud. Whether this is the 
case in all fringed stipules requires further investigation. 

Inequality in Size. Not infrequently the two stipules of a leaf 
differ from one another. In the dorsiventral shoots of many Leguminosae' 
the stipule which stands upon the illuminated side is greater than that 
upon the shaded side, and in Ervum monanthos the smaller stipule is 
simple whilst the larger has its margin divided into lobes. Perhaps this 
is connected with the fact that the axillary shoot of the Leguminosae 
is displaced towards the illuminated ‘ side and requires here more perfect 
protection. 

Relationships of Symmetry. With regard to the symmetry- 
relationships of the stipules nothing will be said here as the subject h^ 
been already discussed Their peculiar construction in many Legumi¬ 
nosae only requires here a short notice:— 

Stipular Appendages in Leguminosae. We have here to deal with 
appendages which are found at the base of many stipules and which make 
these .sagittate or half-sagittate. The relationships are not so simple as 
might appear from Lubbock’s description ^ because the significance of 
the stipular lobe is evidently not the same in all cases. In Aeschynomene 
indica the stipules are unilaterally prolonged outwards at the base, and 
this prolongation invests the outer side of the young mternode whilst the 
stipule itself covers the bud. The meaning of the appendage is here quite 
clear. Lathyrus pratensis has usually two stipular lobes of which one 


* Sec Pan I, p. 121. 
’ See Part I, p. 125. 


» See Part I, pp. 121 and 1 26. 

‘ Lubbock, On Buds and Stipules, London, 1899, p. US- 
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is not infrequently arrested or only indicated by a small tooth, whilst the 
larger lobe is on the outside. In the primordium of the bud these stipular 
lobes cover, as in some other species of Lathyrus, only so small a portion 
of the surface of the internode that they can scarcely be considered as 


protective organs to this as they are in Aeschynomene, rather might one 
say that, where they lie nearly horizontally against the stem-surface 
(Fig. 239, to the left), they serve to hold the stipules in their right position 
After their exit from the bud-condition they enlarge considerably, and 
this would seem to indicate that they have in the unfolded condition a 
definite function to perform. In Lathyrus latifolius (Fig. 239, to the right) 
they appear to serve the function of ' drip-tips.’ The unilateral elongation 


of the stipule is here very great, 
so bent that rain must run out 
easily along them from the leaf- 
axils, instead of trickling down 
from one leaf to another as it would 
otherwise do. 

Concrescence of Sti¬ 
pules. ‘ Concrescence ’ of stipules 
appears regularly in many plants 
and there are two cases :— 

(<?) Concrescence of stipules 
of one and the same leaf; 

{b) Concrescence of stipules 
of adjacent leaves. This can only 
take place, of course, where there 
is a cyclic phyllotaxy, and it oc¬ 
curs especially where there are 
dimerous whorls '. 


and the appendages arc not flat but 



Fkl To the left: Lathyrus hetcrophyllus : ciul of 
a shoot. To the right: Lathyrus latifolius: nmle. The 
uhilatcrral stipular outgrowths an* horiiuntal in the young 
shoot of L. fieterophyllus, arr clirtx'U'tl ilownwards at the 
oUler node of Lathyrus latifolius. Natural size. 


Concrescence of stipules of 

one leaf hig. 241 shows an example of the concrescence of the stipules 
of one and the same leaf. Here instead of two separate stipules we find one 
scale-like structure - which is the result of the union of two stipules, as the 
apical division in two indicates. How effective is the protection of the bud 
thus provided is shown in the transverse section (Fig. 242). In Diptero- 
carpus alatus (Fig. 240) the stipules join across the upper side of the leaf¬ 
stalk, forming in this way a sheath enveloping the bud, and the formation 
of the sheath by the concrescence of two stipules can be easily recognized 
by the presence of two stipular apices. 


» The opposite primary leaves of 1 ‘haseolus mulliflonis furnish an example, 
kaves are alternate, and there U naturally no concrcscence» 

» In Onobrychis the concrescent stipules form a dry membranous structure. 


The buhicijueiit 
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Concrescence of stipules of adjacent leaves. Concrescence of stipules 
belonging to two separate leaves is frequently observable in the opposite¬ 
leaved species of Urticaceae. for example in Humulus Lupulus and in 
a less degree also in Urtica dioica. Here I have found the two neigh¬ 
bouring stipules of one leaf-pair sometimes quite free, sometimes united 
more or less, and they may form an apparent single leaflet whose nature 
however, is made clear by the two lobes at the apex. The whole arrange¬ 
ment suggests that instead of four only two stipules are present which 



Fic. 24a Dipterocixrpus alatus. Apex of the shoo! of a youngplanl. T e 

stipules of the erect leaf are concrescent over the face of the leaf and originally 
fonned a sheath enclosing the bud of the stem. 


enclose like mus¬ 
sel-shells the bud. 
In this way pro¬ 
tection of the bud 
is provided for by 
the expenditure of 
less material than 
would be the case 
were the stipules to 
remain free. Such 
stipules formed by 
the concrescence of 
two belonging to 
different leaves are 
called intcrpetiolar 
stipules ,they are 
specially character¬ 
istic of the Rubia- 
ceae. Fig. 243 
shows a bud of 
Cinchona with this 
construction. There 
can be no doubt we 
have here to do 
with the ‘ concres¬ 
cence’ of two pairs 
of stipules, even 
although this is not 
to be traced in the 


history of development, that is to say, the intcrpetiolar stipule appears 
from the first as a single primordium. It is clear that such a concres¬ 
cence in whorled and opposite leaves could readily ensue. 


Stipules of the SteUatae. Much attent.on has been g.ven ^ 
ment of the leaf in the Stellatae, a tribe of the Rub.aceae, The leaves are 
apparently arranged in four to eight-membered rvhorls, but these leav 
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of equnl value as is shown by the fact that in every leaf-whorl at most two leave , 

which stand opposite one another, have an axillary- shoot. These axillant leaves 

were considered by de Candolle* to be the true leaves, the others were regarded 

as stipules which have become leaf-like and which have undergone a cliorisis 

if there be more than six leaves present in the whorl, or a ‘concrescence tf there 

be less than six. The history of development supports this interpretation. In 

Fig. 244 an axillary shoot of the leaf / is shown in surface-view. It has two 

leaves I’ and b.., each of which has a primordium of an axillary shoot A, and each 
* C .V At the 



Fig. ^41. AstM^ftlus ad»c<n<lena. 
S, %talk of a leaf, the stipules of which 
have bfcotne concroscent around the 
axis into a sheath 4/^ at the top of 
which Us composition out of (he two 
stipules is indicated. 


vegetative point the primordium of a ‘ leaf- 
whorl’appears as a ring-wall whose growth 
at two opposite points is taking place and 
these points mark the apices of the two 
chief leaves of the whorl.- The stipules 
appear after the primordium of the leaves 
and they arise from the margin of the ring- 
like primordium between the foliage-leaves 
and then gradually grow out into a form 



Fig. 942. Hedysarum obscurum. Bud 
in transverse section. /, oldest leaf with 
Us stipular sheath s/\ //, second leaf 
with Us stipular sheath 4//; 4 tIiL free 
upper parts of the stipule of the third leaf, 
hlagnified. 


and size like that of the proper leaf-primordium. Sometimes, and this regularly 
takes place in certain species, there arise between the two primordia of the leaves 
more than two stipules so that the ‘ whorl ’ is then more than six-membered. 
On the other hand there sometimes occurs a less number. In Galium palustre, 
for example, we find in the false whorl four similarly constructed one-nerved 
leaves which are distinguished only from one another by the fact that 


' De Candolle, Vegetable Organography. English Edition by Kingdon, London, 1841, ii. p. 3S6: 
•lUo M. Frankc, Ueitrage aur Morphologic nnd Entwicklungsgescbichte der Stellaten, in Uoinnischc 
Zeilung, liv (1896), p. 33. The literature is cited by Eiankc. 
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two of them, which are opposite to one another, have axillary shoots. Accord¬ 
ing to Eichler we have here a tnte concrescence of originally separate members, 
each of the two stipules being formed out of originally separate primordia. I have 
found, however, that in Galium palustre this is not or only seldom the case, but 
that sometimes the margin of the primordium of the stipule is swollen up or at 
least expanded or obliquely projectedand certainly we may consider this to be 
an indication of the primordia of two stipules; more often, however, I found 
no such indication, but the stipular primordium appeared uniformly single. There 
is as a fact, in the position of the two stipular primordia here, a new formation 
which presents the appearance of one single leaflet. Comparative morphology 
would here speak of a ‘ congenital concrescence,’ which is only a clumsy way 
of stating the fact that where other species of Galium have two stipules here there 
is only one present from the 



Fig. 243. Cinchona succirubra. has laid down Ihe first leaf-pnmordia of a ‘whorl ; 

Terniinarbudenclosedbythemussel- K vegetative point of the ^ullry bud ; the first 

like intcrpctiolar stipules of the pair leaves wtlh stipules ..4 .^ 4 , Miliary shoots 

of leaves of which the stalks only are of thcM leaver The stipules are less developed upon 

shown. the side next the axis. 


leaves of a whorl arise at the same time. One may bring forward in further 
support of the interpretation adopted above, which is also borne out by com¬ 
parison with other Rubiaceae, that in most of the species of Galium the primary 
leaves do not differ from those which follow, but in Sherardia arvensis and Galium 
peregrinum the ‘ stipules ’ in the first leaf-whorl are narrower and somewhat shorter 
than the ‘ leaves ’ From the standpoint of the history of development there 
is possible, however, another interpretation which would bring the facts into con¬ 
formity with those of the formation of the leaf of Limnophila heterophylla * 
That we have here leaves which stand in a two-membered whorl but are very 


» See Goebel Vercleichcnde Entwicklongsgescbichte der PHanzenorgane, in Schenk’s Handbuch 

der BouS m (. 88 ^ 4 ). P- ^3.. Fig. 48 B. Franke has confinned 7 

the number of the leaves in following whorls changes. In a species of Galium growing as 

in a plant-house I found successive numbers to be 4, 5 , 4 . d- k Socidtd 

^ Massart, La recapitulation et Pinnovation en embryogeme vdgetale, m Bulletins la Socidk 

royale de botanique de Belgique, xxiii (1894), 2Co. 
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deeply divided and perhaps have never possessed stipules. 'I'o such an inter¬ 
pretation, however, the frequent occurrence of four-inembered whorls is altogether 
unfavourable. The question here, as in all other like cases, is what weight should 
we attach to the comparison with allied forms in framing our explanation. 
Amongst the Stellatae there is a form, Didymaea mexicana, which [)ossesses 
opposite leaves with two or three small interpetiolar stipules that arc not like 
foliage-leaves. The plant conforms in all respects with the other Rubiaceae and 
may be considered as standing near the original type'. In the flower-region 
of the Stellatae simple leaves without stipules appear and the same is the case 
in the vegetative region of some species of Asperula’. Asperula scutellaris has 
upon the seedling-plant above the cotyledon first of all a four-membered ‘false 
whorl,’ but the stipules in it alternating with the chief leaves appear to be already 
reduced and in the following whorls gradually they disappear almost entirely. 

Alchemilla galioides. Whilst in the Stellatae the manner in which the 
peculiar formation of the leaf has come about does not appear to be quite certain 
from the phyletic side, the derivation of an analogous configuration of loaf in 
another cycle of affinity is quite clear*. The leaf-whorl of Alchemilla galioides * 
consists of six almost equal leaves which are united with one another below into 
a sheath. Really we have here to do not with a dimerous leaf-whorl as in the 
Stellatae, but with a single leaf whose lamina is deeply divided and to such an 
extent that the single segments are constructed quite like stipules. A similar 
feature is found in allied species* which, in the region of the hypsophylls, are 
provided with stalkless leaf-laminae markedly different from the stipules. Not 
only is the formation of the stalk suppressed, but the size of the leaf is diminished, 
and the several equally large leaf-segments spring apparently directly from the 
leaf-sheath. 

It was previously stated* that in species of Alchemilla, which have apparently 
whorled leaves, we might recognize in some measure a use for the configuration 
of the leaf. We cannot do so yet in the case of the Stellatae. We might suggest 
that, the Stellatae being plants with mostly long, thin shoot-axes, a nearly equal 
distribution of leaf-substance in a ring about the node involves, for the production 
of an equal surface of assimilation, a less expenditure of material in the strengthen¬ 
ing of leaf and stem than would be the case if there were only two opposite leaf- 
surfaces, which would need of course to be provided each with its own ribs, stalks, 
and so forth. It seems to me that with this suggestion in one’s mind it is of 
interest to note that Didymaea mexicana mentioned above is a climbing plant 
and uses as climbing hooks the recurved stipules and that its shoot-internodes 
have experienced no strengthening although the leaves are striked. 

Acacia verticillata. Hofmeister' supposed that he discovered in Acacia 

* See Schumann, Rubiaceae, in Englcr and Pranll, Die natiirlichen I’ll.-inzeiifamilieu, p. 1^7, 
Fig. 47 N. O. 

* M. Franke, Beitrage zur Morphologic und Entwicklungsgcschichte der Stellatcn, in Botanischc 
Zeitnng, liv (1896), p. 33. 

* Goebel, Pfl.inzenbiologische Schilderungen, ii (1893'). p. 33. 

‘ See Goebel, op. ciL, p. 35, Fig. 9. » See p. 333 - * See p. 333. 

^ Hofmeister, Allgemeine Morphologic der Gewiichse, Leipzig, 1868, i. p. 535. See p. 356. 
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verticillata a case like that of the Stellatae because in the apparently whorled 
phyllodes only single ones have axillary shoots—the others therefore he took to 
be leaf-like stipules (Fig. 245). A. Mann and I have shown that Hofmeister’s 
supposition was incorrect because at the base of the phyllodes, which have axillary 
shoots, there always occur verj’ reduced stipules and these also occasionally occur 
upon the other phyllodes. The axillant phyllodes precede the others in the 
development. We have here then only a case of peculiar division of labour 
amongst the leaves, and it has only a superficial resemblance to the relationships in 
the Stellatae. 


4. AXILLARY STIPULES. 

We designate as structures which stand in the leaf-axil, 

and sometimes are attached to the leaf-base 
over a longer or shorter extent. In some cases 
we find that the axillary stipules have proceeded 
from lateral stipules, which have become united 
to one another by a new formation across the 
upper side of the primordium of the leaf. In 
Melianthus, for example, there is formed at the 
upper limit of the leaf-base, a transverse cushion 
which unites the two lateral expansions of the 
leaf-base with one another, and then grows 
along with them, so that one may say that 
the stipular formation here encroaches over the 
upper surface of the leaf. In species of Ficus, 
many transitions are observable between free 
stipules and a stipular sheath, which appears 
as an independent leaf investing the bud, and 
which may be considered as a giant axillary 
stipule deciduous from its base. This deciduous 
axillary stipular sheath is found in Ficus 
elastica. In Ficus Pseudo-Carica there are free 
stipules, whose insertion, however, extends so far 
upon each side along the upper side of the leaf-base, that if we imagine this 
zone-insertion to be raised up upon a common base, we should have an axillary 
stipule with free upper ends, and open upon the outer side as is the case in 
Artocarpus; in seedlings of Artocarpus integrifolia I found, moreover, an 
incision upon the sheath above, showing its composition out of two stipules. 
The earlier the union by the transverse cushion takes place, the more will 
the axillary stipule appear as a single structure, and if the stipules become 
united also upon the side opposite to the point of insertion of the leal, 
a closed sheath must be formed. Whilst in many cases axillary stipules are 
derived in this way from free lateral ones, I do not think that this is the case 



m * 


Fig. 345* Acacia vcrticilUta. End 
of a shoot. Few of the necdle-llkc 
phyllodes* a* have axillary shoota. 
Natural sise. After A. Mann. 
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always. An axillary stipule may appear where there were never any free 
lateral stipules laid down, and where we have no ground for assuming them. 

DICOTYLEDONES. 

Caltha palustris. As an example I take Caltha palustris, of which 
Fig. 246 shows in the figure to the left, a dissected-out bud. This bud 
(turned to the left) is surrounded by a structure, which is somewhat conical 
and open at the top. This is the axillary stipule of the foliage-leaf on its 
right. In the figure to the right, which is a bud (turned to the right) 
developing into an inflorescence, the axillary stipule which served as a 
protection to the bud is developed more massively, corresponding to the 



Fio. 346. Cahha palastris. Young leaves dissected oo(. To (he left: leaf with axillary stipule which invests 
the bud. To the right: 1 ^ with axillary stipule io\'esling a young innoresceoce. 

more massive construction of the bud. In older conditions we find the 
upper part produced as a kind of horn, or the one margin of the mouth is 
cap-like, projecting over the other, and thus the mouth is closed to the 
outside. The leaf arises primarily as a ridge-like projection of the vege¬ 
tative point. At an early period there appears on the upper side at the 
base of the leaf, an outgrowth which is united with the lateral parts of the 
leaf-base. The leaf-base itself extends round sometimes the whole shoot- 
axis, and grows out with the outgrowth of the upper leaf-surface over the 
vegetative point, and so forms the axillary stipule. How can we see in 
this two stipules ? These are not even present in other Ranunculaceae. 

Polygonaceae. The ochrea of the Polygonaceae arises in the same 
manner. Here the derivation of the axillary stipule from lateral ones is not 
probable, although at first in Rumex there appears to the right and left on 
the leaf an enlargement of the leaf-sheath, which one might regard as an 
indication of stipules^, but one does not require to consider it as such, 

* The free lateral stipules which 1 described in the flower region of Rheum undulatum (see 
Goebel, Vergleichende Entwicklungsgescbichte der Pflanzenorgane, in Schenk’s Handbuch der 
Botanik, iii (1884), p. aja) are apparently the result of the splitting of the ochrea into two lobes. 






374 


STIPULES, LIGULES, STIPELS 


for it is easy to understand that the formation of the protecting organs of 
the bud is direct in this case. There appears upon the upper side of the 
leaf an outgrowth, which connects the lateral parts. The ochrea also 
protects the bud by the mucilage-glands which it possesses. 

Gaertnera. Such axillary stipules may also appear combined with 
interpetiolar stipules, and then there is a very peculiar construction, because 
the interpetiolar stipules unite with one another to form a sheath-like body, 
which then serves as a protection to the bud. We find this in a species of 
Gaertnera which I collected in Ceylon (Fig. 247). The origin of the con¬ 
struction is shown in Fig. 247, I, where between the leaves of the youngest 
leaf-pair, the interpetiolar stipules are visible. If now we suppose that the 
upper side of the base of each leaf shares in the stipular formation, the 



Fig- 447. Gaertnera sp. (Ceylon). Bud in transverse section. I. higherup; II, lower down. The stipules are 
shad^. 


interpetiolar stipules would In a certain degree be united across the surface 
of their leaves, and thus would arise the peculiar condition which we have 
in this plant. The stipular sheaths are provided with numerous glands, and 
these it may be assumed aid in the protection of the bud. 

Gunners. Some species of Gunnera possess remarkable axillary stipules. 
This genus contains forms of very different dimensions, and the axillary 
stipules are only found in those which possess a thick tuberous stem, and 
whose terminal bud is therefore very massive. For its protection, organs are 
developed which are absent in the species with more slender stem, like G. 
macrophylla and the small New Zealand species. We have in this one of 
the most striking relationships between size and formation of organs within 
one genus. The axillary stipules which are found in Gunnera chilensis , 


> See Rcinke, Untersochungen uber die Morphologic der Vegetationsorgane von Gunnew, in 
Morphologische Abhandlungen, Lcipzigi 18731 P* 7 ®* 



375 


AXILLARY STIPULES OF MONOCOTYLEDONES 

and G. nianicata are of considerable size, as much as six or seven centi¬ 
meters long. They are traversed by conducting bundles, and serve to store 
up food-mrtcrial as well as to protect the bud in the resting period. The 
protection which they offer is increased by the fact that they are glued 
together by a mucilage. One may perhaps best derive them from 
mucilage-glands which appear as outgrowths of the leaf-base as well as 
elsewhere, but are here adapted to other functions and have reached 

a giant size. 



FlO. 448. A grass. Siem and condition dissected out. d, portion of the leaf to 

portion of leaf: h, haulm ; v, leaf* which it belongs. The ligule closes up the bud, the 

sheath; swelling of the lea^ two hairy ^sickles of the leaf* act as aids in strengthen* 

sheath above the n^e; portion ing this closure by the Jigule; they are rrcct, one out* 

of lamina;/, ligule. Natural sise. side, one inside. //, ^sickles of the leaf are cx- 

Lehrb. panded, the ligule has been grown through by the 

next younger leaf. 

MONOCOTYLEDOXES 

Axillary stipules like those of Caltha are found in a number of Mono- 
cotyledones:— 

Potamogeton. The leaf in Potamogeton possesses at first only a leaf- 
sheath sharply marked off from the lamina and very nearly amplexi- 
caul. Subsequently an outgrowth appears upon the inner side of the 
leaf, at the point where the margins of the leaf-sheath meet, and this 
grows inwards from both sides of the leaf-sheath and unites them together. 
The sheath which is thus built up, and which afterwards grows out to 

^ See GlUck, Die Stipala^ebilde der Monocotyledonen. Heidelberg* 1901. 
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a considerable extent, acts as a protection to the bud, and it is distinguished 
from that of the Polygonaceae, in all cases which have been examined, 
only by being open on one side. 


5. LIGULES. 


The Ligule of Grasses. The ligule of grasses appears in the form 
of a membranous outgrowth at the limit between the leaf-sheath and the 
leaf-lamina (Fig. 248). It usually contains no chlorophyll. Its size varies 
greatly in different grasses. In 


Psamma arenaria it may be as long 
as four centimeters, and in this 
species it is traversed by veins which 
are accompanied by tissue contain¬ 
ing chlorophyll, and provided with 
stomata. In other species with a 
well-developed ligule, such as Oryza 



Fig. 250. Oryza saliva. Lea/ in transverse 
section above the point of origin of the ligule ; 
this is still convolute and closes the bud, ai^ is 
strengthened by the erect ‘sickles* and tne»r 
hairs. The ‘ sickles' are shaded in the figure. 



Fig. 351. Alpinia nutans. Portion of a leaf. 
The Ieaf>sbeath ends above In a convolute ligule 
which closes the bad. Natural size. 


sativa and Arundinaria japonica, a conducting bundle is present ^ but the 
ligule usually consists of parenchymatous tissue alone. 

Function of the Ligule of Grasses. Widely spread though the 

ligule is, we know as yet little about its meaning; the only conjecture 
regarding it which has been put forward is. that it prevents rain-water from 


* Regarding the course of this, see Colomb, Recherches sur les stipules, 
natorellesi ser. 7, vi (1887). 


in Annalcs des sciences 
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penetrating into the space between the leaf-sheath and the stem. This 
interpretation of the function of the ligule, first propounded by Schlechtcn- 
dahl does not appear to me to be very illuminating. It is easy to prove 
that’the well-developed ligule in Oryza docs not hinder the entrance of 
water in the way suggested, for water-drops which reach the leaf-surface do 
not roll towards the ligule, but fall to the ground from the tip of the 
unwettable, downwardly curved leaf. 

The ligule has unquestionably the function of protecting the bud. The 
terminal bud is invested by the leaf-sheath, and in its further growth only 
-rradually projects from the sheath, and if one removes the unfolded leaves, 
one comes to a point where the bud is closed over by the ligule. As 
Fig. 249, / shows, the ligule is rolled up into a conical point, through which 
the bud subsequently penetrates. This view is strengthened by the fact that, 
at the base of the leaf-lamina, there are found two sicklc-likc outgrowths, 
which in the unfolded leaf stand nearly horizontally (Fig. 249.//), but in the 
bud are directed upwards and in such a way that one of the ‘sickles' lies 
outside and the other inside, as is shown in Figs. 249, /, 250. The long 
stiff hairs, which clothe the outer edge of the sickle, arc in the bud similarly 
directed upwards, and contribute to the strengthening of the protective cap, 
which is formed above the bud by the convolute ligule. 

Even more easily seen, that is to say no removal of the older parts is 
necessary, is the significance of the ligule in the uppermost leaf which invests 
the inflorescence of Dactylis glomcrata and of many Zingibcraceae, for 
example Hedychium Gardnerianum and Alpinia nutans (Fig. 2ji). In 
these also the sheath elongates as a ligule beyond the point of insertion of 
the lamina, and the ligule of the uppermost foliage-leaf serves as a cover to 
close the bud on the top, and it remains as an outgrowth at the ba.se of the 
lamina in Just the same way as does the ligule in a grass after the bud has 
grown through it. It contains many conducting bundles. 

In grass-spikelets, where through the formation of the ligule the aivn, 
which corresponds to a lamina, is often apparently dorsal, we cannot speak 
of a protection against the entrance of water ; but the ligular outgrowth at 
the base of the awn, brings about a close overlapping of the glumes 
covering the spikelet, and this is intensified in Bromus and other cases 
where the sheathing portion of the glume is elongated right and left into an 
outgrowth which may be designated a stipule by those who find pleasure in 
giving names to things. 

The ligule of grasses is not always as it is in Oryza, an organ which 
closes in the terminal bud. It may act elsewhere as a temporary protective 
organ. Fig. 25a shows a transverse section through a bud of Alopccurus 
pratensis. The ligule is found as usual at the point where the leaf-sheath 
passes into the leaf-lamina. As the leaf-lamina subsequently spreads out as 
a flat structure and the leaf-sheath remains as a hollow cylinder., there is 
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formed at this point of union an open space. The free margins of the 
ligule overlap in front as the figure shows, cover the open space, and surround 
the next younger leaf at its base. This younger leaf gradually pushes itself 
by intercalary growth out of the ligule, and its tissues have time gradually 
to change in response to the claims of the outer world. In other words, 
I consider the ligule here as an organ which is also able to give a certain 
amount of cover to the bud, during the elongation of the next youngest leaf 
through the ligule. In Hordeum, Lolium, and others, the protective function 
of the ligule is increased by the sickle-like outgrowth on both sides of the 
base of the lamina. 

According to my view, the ligule in grasses only performs its function 
at a somewhat late period, whether it serves as a ‘ bud-cap ’ or in some other 



Frc. ?52. Alopecurus pratensis. 
I. leaf in transv(*r 5 c scciion above 
tiic insertion of the li;;ule. Ly which 
is shadi*tl: 2, an enclosed second 
leaf. Slightly magnihed. 


way aids in the protection of the bud. The 
time of its origin corresponds to this, for it 
is only formed at the limit of the leaf-sheath 
and the leaf-lamina as an outgrowth on the 
upper side of the leaf when the sheath has 
been already differentiated, whilst axillary 
stipules, whose function is performed much 
earlier, are laid down at the leaf-base near its 
insertion. It would, however, be a mistake to 
consider, as was formerly done', that the ligule 
of the grasses was derived from an axillary 
stipule, which is coucrcscent by its outer side with 
the Icaf-sheath. There is no concrescence here. 


but only a later inception in corre.spondencc with the later claims made upon 
the organ, and this conforms with what we have seen in the axillary stipule 
of Caltha and elsewhere. The relatively short time during which the ligule 
has to perform its function, explains also its usually delicate construction, 
about which, however, we cannot say much here. Whether besides this one 
function in relation to the bud the ligule has some other function after 
unfolding, I cannot say. It must suffice that I have shown the conjecture 
hitherto accepted regarding the function of the ligule to be certainly 
incorrect in the case of Oryza, and in the case of other grasses, at least to 
be not proved, and this without reference to the consideration that it maybe 
more ‘ harmful ’ if the water-drops remain lying upon the base of the lamina, 
rather than at the bottom of the sheath—a position indeed, in most grasses, 
that could be reached by them only in a very limited amount. 

The Ligule of Palms. Ligular formations are formed also in t e 
palms. The leaf of Chamaerops=. and of Rhaphis, is in the juvenile 

' See A. de St-HiHire, Lcfons de botaiiique. comprenant principalcment la morphologic vegelale. 


Paris, 1840, p. 193, and olher later writers. 

Goebel, Vergleichcnde Entwicklungsgeschichle der Pflanzenorgane, m 


Schenk's Handbuch der 
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condition covered by an envelope composed of many layers of cells. is 
envelope (Fig. 2'y^) proceeds from a scale which is formed at the limit 
between the leaf-stalk and the leaf-lamina, and grows up over the anterior 
side of the leaf, and from two scales, or it may be one which is bulged m 
the middle, which develop out of the posterior side of the leaf-primordium. 
In the matured leaf, this structure appears as a brown membrane, but in the 
young condition it forms a very effective protection to the bud. In 
accordance with this 


function, it develops 
somewhat early, and 
the ligule serves at 
first as a protection 
to the leaf-surface 
which it covers, but 
later it is bent for¬ 
ward and forms with 
the leaf-sheath, which 
is now developed, an 
almost closed cy¬ 
linder, in which the 
next younger leaf is 
found. These ligular 
formations are un¬ 
doubtedly uexv for¬ 
mations upon the 
leaf-surface, and 
serve as protections 




to the bud. At the 
same time, it is clear 
that in a case like 
that of Chamaerops, 
where these out- 


Fig. 253. Chamaerojx humilis. Development ofleftfina series of transverse 
sections. W. upper part of the young leaf; hy membrane. By the same lower 
dos^n. The midJle apical fold 00 longer covered by the membrane h* C> middle 
part of lr«'if lamma; /. ligutc. Dy basal part of leafdamina, the ligule, /, runs 
into the lamina. leaT-lamina of older leaf; separation celts, Fy cells of 
upper ancles in mucilaginous degeneration bringing about the separation. 
Alter Deinega. 


growths are formed upon the anterior and upon the posterior side, they 
cannot be reckoned as similar to the lateral stipules of other plants. There 

is as little ground also for such an opinion in the case of the ligule of 
grasses. 


6 . STIPELS. 

The ligular formations of these palms lead us on to the stipels of some 
Dicotyledones. 

Under the term stipel formal morphology has brought together 


Botanik, iti (1884), p. aai. Deinega, Beitnige zur Kennlniss der 
und der Aalage der Gefassbiindel, in Flora, Ixxxv (1898), p. 48S. 


lijjtwicklungsgeschichte des Blnttes 
Deinega gives Ihe literature. 
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structures of very different origin On the one hand we have independent 

out, may serve as protections to 
the bud. on the other hand we have reduced pinnules* 

The best known example of independent outgrowths is seen in a number 
of (although not all) species of Thalictrum. In Thalictrum the leaf is 
composed of ternately branched leaflets, and the stipels arise in pairs, one 
upon the dorsal side, and one upon the ventral side of the leaf, at the point 

where the lateral leaflets of the 
first order proceed from the 
rhachis {Fig. 254). As the leaf¬ 
lets stand nearly opposite one 
another, there are four stipels 
at the points of branching, and 
not infrequently they unite with 
one another. These stipels 
cover the leaf-parts in the bud, 
as is shown in Fig. 255, and 


FlC. 354. Thalictrum aouilegiaerolium. Portion of a FiG. 355- Thaljelrom aqnilepaefolium- 

foliace leaf. S, S, the stipels \mch arc also visible upon young leaf-sheath in transverse scctiof), showing 

the sulk of the Wllels of higher order. Reduced. an enclosed young leaf with stipels, 

this is their meaning; they have nothing to do with the retention of drops 
of water. What value could a pair of rain-drops be to a large leaf of 
Thalictrum ? 

The stipels which occur in species of Phaseolus, Robinia, Desmodiurn, 
and other Leguminosae, arc found at the base of the leaflets, and are rudi¬ 
mentary pinnules. They appear usually in the form of small teeth, but 
occasionally they are developed as leaves upon sucker-shoots, for example 
in Robinia. That we have here to do with reduced organs, is not very 
probable, nevertheless, not infrequently we have arrested structures in leaves 

■ Goebel, Vergleichende Entwkklungsgeschichte der Pflanzenorgane, in Schenk’s Handbuch der 
Botanik, iii (1S84), p. 333. 
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of other Leguminosae to which stipcls are not assigned. For example, in 
Acacia lophantha, I find that the lowermost pair of pinnules standing close to 
the pulvinus, arc either entirely aborted or appear in the form of one or two 
small pointlets. It is open to question whether these reduced structures 
in Leguminosae ever discharge a function. They arise at a relatively late 
period, as is frequently the case with reduced organs. 


7. TRANSFORMED STIPULES. 

The chief function of the stipules is the protection of the bud, and it 
has been shown that in this work organs which secrete mucilage may take 
a share, so that the stipules may be considered also as organs of secretion. 

Honey-glands also are found upon the stipules in many plants, for 
example in species of Vicia, and in some cases, as in Sambucus nigra, the 
whole stipule according to the common interpretation is devoted to the 
formation of glands and appears only in its original form upon luxuriant 
shoots. The converse is, however, also possible, as the case of Viburnum 
Opulus shows ‘, for there the stipules have developed out of glands of the 
leaf-margin. Only by a careful comparison of all the relationships con¬ 
cerned, can we make a distinction. 

Rafiborski* found one of the two stipules in Pterospermum javanicum, 
transformed into a small cup standing upon the under side of the twig with 
its inner surface covered by pearl-glands. These were eagerly sought after 
by ants which removed them. 

The stipules are transformed into thorns in Robinia Pseudacacia, the 
succulent species of Euphorbia. Paliurus australis, and others. 


SUMMARY. 

Comparison of the different formations of stipules, fiom the two stand¬ 
points of how they arise and of what is the relationship in them between 
configuration and function, shows many gaps in our knowledge. Neverthe¬ 
less it IS clear that we have to do with structures which serve as protection 
to the bud, a function otherwise accomplished by the broadening out of the 
leaf-base by the sinking of the bud in the tissue of the shoot, and in other 
ways. We see that in correspondence with this function there appears 
frequently to right and left of the leaf-base an outgrowth, but other parts 
f the leaf also can produce analogous protecting organs, and therefore 

Doint 5^’ ^'^erywhere assumes t^vofree stipules as a startirifr. 

point, has arrived very often at untenable constructions 


See p. 362. 


kaWborski, Uber myrmecophile Pllanzcn, in Flora, Ixxxvii (inoo). 


p. 40 
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TRANSFORMED LEAVES 

By transformed leaves we mean leaves which have taken on a function 
different from that of ordinary foliage-leaves, and have therefore experienced 
a more or less far-reaching change in conformation. There is of course no 
limit between normal foliage-leaves and transformed leaves as the trans¬ 
formations appear in different degrees and have set in at very different 
stages of the development of the leaf. The earlier the transformation sets 
in the greater is the change. The treatment of the subject here is not con¬ 
sistent ; sometimes it is approached from the formal side, that is to say that 
of positions, sometimes from that of function. I have, however, selected the 



FjO. *s6 . Aristolochia elcMns. 1 and 11 , portions of shoot with leaves and axillary ^oots; v, prophyll which 
ha* reached a considerable size. Ill,shoot in transverse section: stem of molheraxis; v, prophyll of lateral 

asillar)' bud ; bract. 

examples as far as possible to give illustrations from different directions of 
the manifold relationships between form and function. This seems to me 
to be more instructive than would be the treatment from a single point of 
view. We limit ourselves Just now entirely to the vegetative region. 
Sporophylls will be discussed when the flowers are spoken of. 

I. PROPHYLLS. 

Prophylls are characterized first of all by their position. We find them 
where they occur in the Dicotyledones usually in pairs at the base of the 
lateral shoots. In Monocotyledones there is commonly only one wh^h is 
placed upon the side of the daughter-shoot next the mother-axis. There 
is no doubt, however, in many Monocotyledones that the prophyll is formed 
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by the concrescence of two leaves whilst in others the prophyll is ‘ reckoned 
to be only a single leaf, as the appearance of one axillary shoot opposite its 
median indicates. In relation to their position prophylls, except in cases 
where they are adapted to special functions, are usually small and simple, 
so that frequently, even in recent times ^ they have been confounded with 
stipules, from which, however, they arc distinguished at once by their origin. 
Their function, is, however, like that of stipules, the protection to the bud. 

Aristolochia elegans. Aristolochia elegans {Fig. 256) gives us a simple 
case. One prophyll only is present here, and it at first surrounds the bud 
of the axillary shoot, and is distinguished from the later leaves by its small 
size, the less intense green colour of its lamina, and the almost complete 
suppression of its stalk—an interesting example of a feature which has 
already been mentioned, and will be illustrated again ^ as appearing in 
many hypsophylls, namely, that the stalk is suppressed in leaves whose 
function is specially that of protecting a bud. Superficial examination 
here might readily lead to the confusion of this prophyll with an axillary 
stipule of the subtending Icaf^ Where there arc two prophylls their 
position filling up the gap between the mother-axis and the stalk of the 
subtending leaf is particularly favourable for the protection of the young 
bud in its first stages of development. 

Winter-buds. In overwintering buds the prophylls are usually indis¬ 
tinguishable from the other bud-scales. Sometimes the whole ‘ bud- 
covering' is furnished by the prophylls alone, as in species of Salix, where 
they are ‘ concrescent ’ into a thick scale. In other plants they are dis¬ 
tinguished by their early development, which precedes that of the rest of 
the axillary bud. This is seen in Solanum tuberosum, where the prophylls 
are asymmetric and their posterior half is scarcely developed, and conse¬ 
quently they are bent in the direction towards the axis of the chief shoot. 

Tilia. Of prophylls which are adapted to special functions the wing- 
leaf of the inflorescence of Tilia may be mentioned. It first of all acts 
as a protective covering to the downwardly bent inflorescence during the 
unfolding of this, and thereafter when full grown forms a kind of parachute, 
although not a very complete one to the fruits. It has moreover, during 
the ripening of the fruit, a physiological significance which will be described 
when the formation of the fruit is dealt with. 

Cyperus. The prophylls of some species of Cyperus play a part which 
has been until now overlooked. They act as expanding bodies which force 


See Goebel. Morphologische una biologischc Studicn : III. Uber den Bau dcr Archen und Bluten 
einiger javanischer Cyperacecn. in Annales du Jardin botanique de Buitenzorg, vii (1S88I p. ijo- 
Id., Em Beitrag zur Morphologic der Griser. in Flora. Uxxi (Erganzungsband zum Jahrg.^n’g 1800’ 

P'* By Lnbbock, On Buds and Stipules, London, 1899. ’Seep zoz ' 

axillary bud is protected by the base of the subtendini: 
leaf, the formation of the prophyll is suppressed. ^ 
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the leaves after their unfolding to stand away horizontally from the axis. 
This is most clearly seen in shoots of Cyperus alternifolius, which do not 
attain to the formation of flower (Fig. 299). In the axil of the foliage- 
leaves fleshy bodies pointed at the top are visible, and these have brought 
the leaf into its horizontal position. In the formation of these swollen 
bodies the fleshy prophyll of the axillary shoot has taken almost the whole 
part (see Fig. 299, III), at the same time the base of the foliage-leaf is 
swollen somewhat and becomes fleshy at both sides, but this is not clearly 
shown in the figure. 

Cucurbitaceae. In the Cucurbitaceae the prophylls are transformed 
into tendrils, and these will be described when the tendrils are spoken of. 

2. K.VTAPHYI.LS. 

The expression kataphyll.as first used by C. F. Schimper, referred to the 
formation of leaves on hypogeous shoots. On such shoots the leaves, where 
they cannot function as assimilation-organs, are more simply constructed 
than they are on epigeous parts, and appear mostly in the form of simple 
scales, whose function it is to protect the vegetative point. In many plants 
they are used for the storing up of reserve-material, and of this something 
will be said later b To these leaf-formations, both in their construction 
and function, all those epigeous parts which have been called bud-scales 
(tegmenta) conform, and so closely that they have received the same name, 
which is not altogether wrong, inasmuch as these leaf-formations upon an 
upright growing shoot stand upon the ‘ lower ’ region of the shoot and are 
followed by the foliage-leaves. 

That the kataphylls arise from a transformation of the primordia of 
foliage-leaves can be certainly proved ^ by the history of development, by 
transition-forms, and by experiment, and therefore the formation of these 
kataphylls has been made use of in this book as a simple example of the 
transformation of the primordium of an organ This transformation may 
take place in three ways :— 

(A) The primordium as a whole becomes a kataphyll, undergoing more 
or less far-reaching changes. 

(B) The lamina is arrested and the stipules form kataphylls. 

(C) The leaf-base develops into the kataphyll, the primordium of the 
leaf-lamina is arrested, and the leaf-stalk is not developed. 

A. Kataphylls formed by the whole Leaf-primordium. 
A very instructive example of this is furnished by Talisia princeps, Oliv. 
(Fig. 257), because in it the kataphylls are but little different from the 

^ See p. 398. . , - • 

* Goebel, Bcilriige zur Morphologic imd Physiologic dcs Blatles, in Botanische Zeitung, xxxviii 

(1880). See also Goebel, Vergleichende EntwickUmgsgeschichte der Pflanzenorganc, in Schenk s 

Hanclbuch der Botanik, ill (1884), p. 243. ’ See Part I, p. 6. 
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foliage-leaves. The foliage-leaves arc pinnate, and wc find the same 
segmentation also in the kataphylls, but these, before they reach the size of 
ordinary foliage-leaves and before they develop in breadth, dry up, and so 
form an envelope to the bud. The protection afiforded by this envelope is 
not very great. In plants w hose buds are more liable to the danger of 
drying and freezing we find that the protection to the bud is correspondingly 
increased, as, for example, in Syringa and some other Oleaceae, such as 



F.C. .57- Talisb princep^ Oliv. EnJ of o shoot tvi.h folias-o kat-cs aoO pinnate kataphylU. Re,Iuce,i. 

Ligustrum and Forsythia; one might also reckon here Salix, whose bud- 
cover IS formed by the concrescence of two prophylls. 

B. Kataphvlls formed by the Stipules. Here also we find 
transitions to the ordinary condition. In Alnus the protection of the bud 
IS commonly furnished by three scales. These are stipules, two belonginir 


' Occasionally on the outside a still folded foliage-leaf is formed. 
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to the outermost leaf of the bud and one to the second. The primordia of 
the foliage-leaves to which these stipules belong are well developed and 
unfold later. In Magnolia the different species behave differently. The 
buds are always protected by stipules. In Magnolia fuscata the leaf itself 
to which the stipules belong is arrested usually, but sometimes it is developed; 
in other species, such as Magnolia Campbelli ^ and M. Umbrella, the pro¬ 
tective stipules belong to a leaf which discharges its function. In other 
woody plants, especially in Quercus and Fagus, the buds are protected by 
pairs of stipules, according to the statements of the descriptive botanists, 
but the laminar primordia of these are not developed in the outer ones. 
I have shown ^ that the history of development is opposed to this, and that 
as a fact the laminar primordium stands as a small unstalked pointlet 
between the two stipules which belong to it, and only the first two leaves 
of the bud, the prophylls, are simple structures. Beijerinck ® subsequently 
confirmed this, whilst E. Schmidt ^ could not find the rudiment of the leaf 
probably because it had fallen away at the time of his examination. I have 
recently by a series of microtome-sections confirmed my old statement, and 
we see therefore that in these genera there is an arrest of the primordium 
of the foliage-leaf and a somewhat divergent formation of the stipules. 
Analogous processes are found also in herbaceous plants, for example in 
the hypogeous shoots of Humulus Lupulus. 

C. Kataphylls formed by the Leaf-base. The kataphylls of 

the third category show but little fundamental divergence from those last 
described, and I repeat here the account of them I have given elsewhere, 
in which the evidence in support of their relation to foliage-leaves is 
discussed ®:— 

Evidence from Development. If an expanding bud of Acer Pseudopla- 
tanua be examined in the spring, it will be found that the lowest kataphylls are small 
bodies with a broad base narrowing upwards and bearing at the tip a small black 
pointlet (Fig. 258, 7 A^ Z), which appears upon investigation to be an arrested leaf- 
lamina (Fig. 258, 7 B, L). These leathery scales are traversed by feebly developed 
vascular bundles. The bud-scales immediately above them are larger, sappy, and 
sometimes have at their apex a small leaf-lamina. If we compare the bud-scales 


' Hooker, J. D., and Thomson, T., Flora Indica, London, 1855. p. 77 ' 

2 Goebel, Vergleichende Entwicklungsgeschichte der Pflanzenorgane, in Schenk’s Handbnch der 

Botanik, iii (1884), p. 244. ^ . .. ,1 

s Beijerinck, Beobachtungen iiber die ersten Entwicklungsphasen einiger Cynipidengallen, in 

Natnurkundige Verhandelingen der Koninkbjke Akademie van Wetenschappen in Amslerdam. xxii 


* E S^hmMt, Beitrag zur Kenntniss der Hochblatter, as Wissenschaftliche Beilage zum Ptopamm 
der Friedrichs-Werder’sehen Obenealschnie in Berlin, Ostem 1889. Also Lnbbock, On Buds and 
Stipnles, London, 1899, p. 138, says of the stipules ■ there are sometimes more than forty, or twenty 
pairs, before those containing the first leaf.’ In these pairs the lammar prunordium ts early 

arrested. 

^ Goebel, op. cit., p. 246. 
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shown in Fig. 258, 7 with a young primordium of a foliage-leaf immediately before 
the formation of the stalk, the resemblance between the two structures is evident. 
The bud-scale is evidently the leaf-base which is more strongly developed than 
it is in the foliage-leaf, whilst the leaf-lamina is arrested ; it has, however, produced 
two lateral segments (Fig. 258, 7 P) whose development in the foliage-leaf is in 
basipetal succession. If the primordium of the foliage-leaf should develop further 
into a foliage-leaf, the laying down of the lateral members of the leaf-lamina 
proceeds further, and between the lamina and the leaf-base there is also inter¬ 


calated a leaf-stalk by 
elongation of the upper 
part of the leaf-base. 
The transition from the 
kataphylls or bud-scales 
to the foliage-leaves is 
sudden; the first foliage- 
leaf follows directly the 
last large kataphyll. 

Prunus Padus. 
Frunus Padus possesses 
stipules like other mem¬ 
bers of the cycle of 
affinity of the Rosaceae, 
but these are not, as has 
been erroneously sup¬ 
posed, constructed as 
bud-scales in the bud. 
The bud-scales are here 
formed out of the leaf- 
base. It is interesting 
to notice the gradual 
transition from the 



Fig. ^58. 1-6. Frunus Padus. i and », bud-scalrs formed of(he broadened 
b-afbax:: L, arrested primordiuni of the lamina ; s/, nrimordia of tli<-sli|)ules 
sealed on the leal-base. t. one of the uppermost scak-s of .in unfolding bu<l 
the three vascular bundles iravctiinK the leaf-base have brmche3; s/. 
jiipulcs; Z,, Umina; //, at hasr of lamina. Th«* central portion 

brittren the cfo^ strokes becomes the p« liole, the portion below the lower 
stroke IS that Tepresenied in the bud-scaic. 4, young leaf; s/, stipules; 
amina- The cross stroke marks the limit of the leaf sheath represented in the 
burl scale. 5 and middle stages latwei n bud scalo and roliacedeaf: A/ 
leaf-base; af. stipules. Sec the ten for further explanation. 7A and 7/i 
Acer P«.udoplatanus. Bud-scalcs; L, latnina. The arrc.tcd l.imina in 7^1 
shown natural sue. * 


outer small bud-scales in the lateral buds to the inner larger ones. The middle 
line of the scale is traversed by a strand of elongated cells in which there are 
neither vasa nor tracheids. These are only found, small and few in number, 
m the scales higher up, forming three strands, a middle and two lateral ones 
(Fig. 258, 2, 3). The scales end as do those of Acer in a pointlet Z which 
^ the arrested primordium of the lamina. In scales such as those shown in 

th^‘ and left of the pointlet a projection, and 

this IS the first indication of the stipules. These are absent from the lowest 
s^cale- eaves because they proceeded from the transformation of the primordia 

formed "h- " The later 

ed primordia standing higher up undergo the transformation only at a later 

p f’ -ore or iess'deveiopod! 

-5S, 3 shows a bud-scale in which this is the case i - k 

forms the bud-scale is here well developed, and branches proceed into the wilened 
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leaf-base from the three vascular bundles traversing it. These branches are not 
found in the slightly developed leaf-base of the foliage-leaf, a fact which is of 
fundamental importance as it shows that the appearance of vascular bundles 
IS always of secondary importance in morphological questions. Where an or»an 
IS developed so as to have a somewhat extensive outline vascular bundles appear 
in It m correspondence therewith. It would be a mistake, yet it is often made, to 
endeavour to base a conclusion regarding the nature of an organ upon its vascular 
bundles. In Fig. 258, 4 a young foliage-leaf whose stalk is still short is shown 
for the sake of comparison with the bud-scale. Three vascular bundles are 
observed passing into the leaf-base from the stem and from each of the lateral 
ones a branch passes over into the stipules; the cross-stroke indicates the limit 
of the portion which is represented in the bud-scale. 

Emdence tRo.M T RANsiTioN-FOR.MS. In thosc woody plants which possess 
terminal buds the transition from the foliage-leaves to the kataphylls (bud-scales) 
is commonly a gradual one. In Aesculus Hippocastanum, for e.xample, the lamina 
of the last leaf before the scaly bud is often reduced to one leaflet and the 
rudiments of two others. The same is the case in Juglans regia’, and in species 
of Acer. In Prunus Padus also the laminar primordium is greater, the leaf-base 
smaller, in the first bud-scales than in those which follow. I mention these 
circumstances here because they appear in like manner in plants which have 
no bud-scales, such as species of Lycopodium, Juniperus, and Araucaria. Also 
in the broad-leaved trees which have been mentioned the leaves which are formed 
towards the end of the vegetative period are smaller, and resemble in this way the 
middle form between foliage leaves and bud-scales. ^Ve may assert that originally 
all plants possessed no bud-scales, but arrested or degraded foliage-leaves only 
appeared as the vigour of vegetation decreased, and that by a very simple process 
of growth the bud-scales took origin from these arrested forms. As a matter of 
fact we have seen a thoroughly illustrative case in Talisia princeps *. 

Evide.s'ce from Experiment. That the bud-scales have proceeded from 
the primordia of foliage-leaves is proved not only by a comparison of the history 
of development but also by experiment. It is possible to cause the primordia 
which in the normal course of development would develop into bud-scales to 
grow into foliage-leaves. This takes place if one causes a bud which has been 
laid down and which would normally shoot in a succeeding year, to develop in 
the same year as that in which it is formed, at the time when the bud-scales are 
still at the stage of inception. This may be done by removing the leaves of 
the ape.x from a young shoot. The lateral buds are then induced to shoot out 
and do not form scale-leaves but only foliage-leaves with complete well-developed 
lamina and leaf-stalk as well as a leaf-base which is exactly like that of the 
ordinary foliage-leaf^ 

Middle stages between foliage-leaves and kataphylls are not wanting. Ihey 
are shown in Fig. 258. 5 and 6. Fig. 258, 6 shows a broad leaf-base with 

‘ See for further details Goehel, Beitrage zur Morphologic und Physiologic des Blattes, in 
I^otnnischc Zcituiie, xxxviu (i88o)» p. 775 - ^ a . i 

= See p. 385. l- t = 57 . ■ “P- 
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small stipules, st, no leaf-stalk, and a normal although very small leaf-lamina. 
I'ig. 25S, 5 approaches much more a normal foliage-leaf, from which it differs 
mainly hy the great devclo|)mcnt of the leaf-base. These two leaves would in 
undisturbed vegetation have formed small bud-scales as in l-ig. 258, i. They 
were caused to develop into foli.age-Ieaves at a time when the primordium of 
the foliage-leaf had only begun to develop and to form itself into a bud-scale 
by widening of its leaf-base; a relationship which if once started cannot be 
reversed but through the increased addition of food-m.aterial which the shooting- 
out of the bud brings about, must go on still increasing. The same is the case 
in the leaf shown in Fig. 258, 6, where the leaf-base resembles entirely the bud- 
scale in Fig. 258, 3, although this was one of the uppermost bud-scales of a 
normally elongated shoot, whilst the leaf in Fig. 258, 6 was the lowermost leaf 
of a bud which had been artificially forced into elongation. The causes of the 
confisuration must indeed be considered to be the same in both cases. The 
first bud-scales are laid down very early, about the beginning of April, at a time 
when the reserve-material is chiefly required for processes of growth which find 
their expression in the shooting-out of the bud completely laid down in the 
preceding year. The bud-scales which arise later and the foliage-leaves which 
they invest are laid down at a time when the unfolded foliage-leaves of the shoot 
to which they belong are still doing assimilation-work. Of course this circum¬ 
stance is only one fact of importance which has to be considered in the 
investigation of the configuration-relationships in question. It is no explanation 
of them. 

The features which have been described in the case of Prunus Padus are 
observable also in other plants, for example in Aesculus and Acer, and also in 
plants whose bud-scales are formed from the stipules of arrested foliage-leaves, such 
as Quercus, Fagus, and others. 

Monocotyledones. In Monocolyledones also we find frequently kataphylls 
and transitions from them to foliage-leaves. On such intermediate forms we 
observe the lamina reduced and the leaf-base developed—the leaf-base being very 
strong on the chief shoots of the Bambuseae which send up giant epigeous turios 
upon which kataphylls alone are produced at first. In many cases the lamina 
is altogether wanting. The kataphyll has developed into a sheath before any 
differentiation of the lamina and the leaf-base had taken place. This subject 
will be referred to again, when speaking of the hypsophylls, which arise in the 

same way as do the kataphylls, indeed the only distinction between the two is 
their place in the plant’s construction. 


3. HYPSOPHVLLS. 

We owe the term hypsophyll to Schimper. Originally» he distinguished, 
besides the foliage-leaves of the plant, the forms of sheathing-leaves in which 


coLts'Trn’ufi' I- Sy-nphytu™ Zeyheri. ct de deux especes vobines precedemment 

connues. m Bull. Sc. Nat terussac. xxi (l8iO^, p. 4^1; id., in Vcrhandlungen der schweizerischen 
naturfoischendcD Gesellschaft zu Solothuni, 1S35, p. 113. 5.ui«cucnscnen 
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there is no Icaf-lamina. and which are found upon the lower regions of the 
shoots of a plant and upon the upper regions. The latter leaves he subse¬ 
quently ^ called the hypsophylls ; the former are the kataphylh. Schimper’s 
terms were established mainly through the influence of A. Braun, who -^ives 
the following account of the hypsophylls2. ‘To the formation of^ the 
hypsophylls belong the leaves of the involucre and the common calj'x of 
the inflorescence, the bi acts, the bracteoles or prophylls.the glumes and paleae 
which accompany the flowers. They are like kataphylls in that the stalk 
and lamina as well as the green colour are almost or entirely absent. They 
arc distinguished from kataphylls chiefly by the narrowness of their base, 
their more delicate structure, their rapid formation and equally rapid decay.’ 

This explanation does not fit a very large number of the structures 
which belong to this category. It is based like that of the kataphylls upon 
the conception of construction founded by the idealistic morphology and 
not upon the real processes of development, and it leaves out of considera¬ 
tion entirely the relationships of the hypsophylls to the foliage-leaves. 
I have shown 2 that the hypsophylls, like the kataphylls, are developed out 
of the primordia of foliage-leaves, and that they may come into existence 
tn different ways, and of this some examples will be mentioned below. 

It may be asked, is there any advantage in retaining Schimper’s 
terminology ? The leaves have only this in common, that they occur in the 
flower-region, whilst in respect of their function they have very different 
significance. Sometimes they are still assimilation-organs ; usually they 
are protective organs for the flower-buds or inflorescence ; not infrequently 
they act as a flag, or they may combine this with protection ; sometimes 
their service is claimed for the distribution of the seeds or of the fruits, as 
in Tilia ; whilst again they may be greatly reduced or even aborted. It has 
always appeared to me of use to have a common name for the leaves which 
occur in the flow'er-region, and which do not belong to the flower itself, 
although the only common link between them may be that of their position. 
It is also probable that between the formation of the flower and the con¬ 
figuration of the hypsophylls, which deviates from the typical form of the 
foliage-leaf, there exists a correlative connexion, because often, although not 

’ See also Wydler, Morphologische Mittheilungen, in Botanischc Zeilung, ii (1844), p. 626. 

■ A. Braun, On the Phenomenon of Rejuvenescence in Nature. English Translation by A. Henfrey, 
published by the Ray Society, 1853, p. 63. 

^ Goebel, Itcitragc zur Morphologic und Physiologic des Bhttes, in Botanische Zcitung, xxxvni 
(1S80): id., Vcrgleichende Entwicklimgsgeschichte der Pflanzenorgane, in Schenk’s H-indbuch der 
Botanik, iii (1884), p. 2^0. The objeclions which E. Schmidt, Beitrag zur KeniUniss der 
Hochblattcr, as Wissenschaftliche Beilage zum Programm der Fricdrichs-Werder'schen Oberrealschule 
in lierlin, Ostern 1889. has raised against single points in my e.xplanation arc only of a forma 
nature. Schmidt starts from the assumption that I have declared the differentiation of the primorclwl 
leaf into leaf-base and upper leaf to be a universal phenomenon. This is an error. I have s own 
that in unsepnenUd leaves also the development is simplified. See Goebel, Vergleichende Entwick- 
lungsgeschichte der Pflanzenorgane, in Schenk’s Handbuch der Botanik, 111 (1884), p. 315 - 
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al\va> s. if the inflorescence grows further vegetatively the ordinary leaf-form 
again appears. Tire configuration of the hj-psophylls therefore has a causal 
connexion with the place of their occurrence, and the name, upon this 
f^round. should be maintained. The causal relationships are here,as in most 
otlier cases, at the present time obscure. 

There arc. however, two questions which we can answer :— 

How do the hypsophylls ari.se? Docs the law hold for them that 
the course of development of all leaves of a plant is originally the same, 
but that at different stages of development different paths may be assumed ? 

In what relation do configuration and function stand in them ? 

A. THE DEVELOI’MENT OK HVPSOI'IIVLLS. 

We may first of all note that on the one hand graded transitions are 
found in many plants between foliage-leaves and hypsophylls, and also it is 
impossible to draw any sharp limit between foliage-leaves and hypsophylls 
in many cases, although the hypsophylls are very different from the foliage- 
leaves. On the other hand, the difference between foliage-leaves and hyp¬ 
sophylls may sometimes be very great, whilst in other cases it sinks to 
nothing. This is the more the case the less segmented the typical leaves 
are. In Epilobium parvifolium and in Edraianthus Pumilio, a campanula- 
ceous plant with linear leaves, the hypsophylls differ little from the foliage- 
leaves ; they arc only smaller, and those which stand further up upon the 
stem and have to protect the flowers in their bud-state have a somewhat 
broader leaf-base. In many Monocotylcdones also, for example Cypripe- 
dium Calceolus, the bracts of the flowers arc only distinguished from the 
foliage-leaves by being shorter and smaller. But even in simple leaf-forms 
amongst the hypsophylls there may be far-reaching transformation. Thus 
in Rhinanthus major the foliage-leaves show no evident distinction between 
leaf-base and lamina e.xternally, ncvcrthelc.ss such differences exist in the 
course of the vascular bundles. The leaf has three vascular bundles, and 
the middle one runs as a strong mid-vein from which the lateral nerves 
pass out into the depressions between the leaf-teeth (Fig. 259, /). The two 
lateral bundles extend only into the lower third of the foliage-leaf, bend then 
into one of the marginal depressions (Fig. 259, /, a), and send off twigs 
which pass out into the other marginal depressions. If we designate the 
upper portion of the leaf, that, namely, which lies above a in Fig. 259, as the 
lamina, although it is only distinguished from the lower part by this distri¬ 
bution of the vascular bundles, and if we call the lower portion the leaf- 
sheath, then we should find that amongst the hypsophylls the lamina 
becomes shortened and the sheath becomes wider (Fig. 259, II and III) 

evidently because it is required for the better protection of the flower-bud! 

l^n Fig. 259, IV and K, the lamina is reduced to a very small portion, 
barely one-fifth or one-sixth of the whole length of the leaf, the sheath which 
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serves specially as a flag-apparatus has a white colour, and upon it the 
lamina appears at last as only a small green tip. 

On plants with stalked and branched, that is to say, segmented leaves, 
we observe the following differences usually in the formation of the hypso- 
phylls as compared with the foliage-leaves: 

{a) Diminution and final disappearance of the leafstalks. Teleo¬ 
logically this is easily understandable because:— 

1. The hypsophylls are developed in the upper region of the shoot 
above all the other leaves. 

2. Owing to the diminution of the leaf-surface which will be presently 
described, the necessity of a leaf-stalk either as a mechanical support 

or for the placing of 
the leaf in a favour¬ 
able lie in relation to 
light is less than in 
the typical foliage- 
leaf. 

3. The suppres¬ 
sion of the leaf-stalk 
enables the leaf- 
lamina more readily 
to protect the axil¬ 
lary bud. 

(^) Diminution 
of the leaf- surface 
along with a simpli¬ 
fication of its seg¬ 
mentation. The work of assimilation is but slightly or not at all per¬ 
formed by hypsophylls. 

(c) The widening and often elongation of the leaf-base. This takes place 
because its protective function is the chief one. 

We find in the development of hypsophylls the same variety of pro¬ 
cesses as in the formation of the kataphylls:— 

A. Hypsophylls formed by the whole Leaf-primordium. The 
hypsophylls are produced by transformation of the leaf-lamina or of the 
whole primordium of the leaf in leaves where there is no marked difference 
between lamina and sheath. We find illustrations of this in cases where 
the hypsophylls are but little different from the foliage-leaves. In Caltha 
palustris, for example, the hypsophylls have usually a shorter stalk than 
have the foliage-leaves, and in the uppermost hypsophylls the stalk may be 
wanting altogether. Apart from the fact that the lamina is smaller than 
is that of foliage-leaves, such hypsophylls resemble foliage-leaves in eveiy 
respect. From a simplification of this kind there are all transitions to the 



tarn IV 

Fig. 2^9. Rhinanthus major. Transition, in the sequence / to F, from 
foliage-lcaf to hypsophyll. a indicates the upper limit of the leaf-base. 
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most characteristic hypsophyils. In Kpilobium angustifolium. for example, 
the lowermost flowers of the inflorescence stand in the axils of ordinar)’ 
foliage-leaves, and the higher one goes the smaller become the bract-leaves, 
their breadth sinking to about half a millimeter, and they consist then only 
of a midrib and a narrow green wing upon each side of it. Circaea inter¬ 
media. a member of the same family, has all its bracts in the form of 
delicate scales which have no vascular bundle, and they form a transition 
to the complete arrest of the hypsophyils which will be mentioned below. 

In the origin of the hs’psophylls we have to deal with an arrest in the 
development of the primordium of the foHagc-leaf; the extent of this 
varies, reaching sometimes complete suppression, and it always begins with 
a sirnplincation of the configuration of the leaf. 

In .'Omc plants, for example Ranunculus acris, Saxifraga rotundifolia, 
Houchcra Menziesii, and others, there is a peculiarity, the biological sig¬ 
nificance of which appears to me to be still doubtful:—The hypsophyils, 
at least a portion of them, arc relatively more divided than arc the foliage- 
leaves, whilst commonly the converse occurs. The recognized features of 
the formation of hypsophyils arc visible in these eases, namel)’, shortening 
or suppression of the leaf-stalk, diminution of the leaf-surface, and to this 
end deeper division of the leaf-surface, but the causes of this divergent 
configuration arc unknown, although a functional as well as a developmental 
relationship appears to exist. So far as I know, the occurrence of such 
divided h\‘psophylls is limited to many-flowered inflorescences, which even 
in the bud-condition have a somewhat elongated conformation. The long 
lobes of the lower hypsophyils lie against the outside of the inflorescence, 
and thus form an envelope about it which resembles an envelope 
formed out of many narrow separate h>-psoph>’lls of which we have an 
illustration in the involucre of the Compositae. The formation of these 
lobes would be in harmony with the explanation of the h\-psophyIls as 
arrc.'tcd states of the foliage-leaves if, in the development of the foliage- 
le.aves. the formation of the lobes preceded the development of the lamina. 
\\ c ha\e already seen some cases of this kind. If, for example, the young 
leaf of Bcnincasa cerifera (Fig. 201, /) remained at this developmental 
stage, with elongation of the three upper leaf-lobes, and no further develop¬ 
ment of the lamina took place, a deeply ' divided ’ hypsophj-11 would be 
formed which apparently would deviate far from the foliage-leaf, but would 
be only, after all, a product of the arrest of this. Whether this is true of all 
cases of hypsophyils which are more deeply divided than are the foliage- 
leaves of the same plant requires further investigation. In Ileuchera 
Menziesii the leaf-development conforms with the theoretical derivation 
above given In its hypsophyils there are fewer lobes laid down than in 
the fo ,age-leaves, but these experience a greater enlargement, especially 
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B. Hvpsophylls formed bv the Stipules. Hypsophylls may 
consist of stipules whose leaf-lamina is arrested. We find these in the in¬ 
florescence of Humulus Liipulus for 
example. The leaves in the axil of 
which the catkins of female flowers 
arise, show from below upwards a 
gradual diminution of the lamina, 
until in the uppermost portion of 
the inflorescence this is arrested at 
so early a period that it apparently 
no longer exists. We may, however, 
cause its evolution artificially by 
removing, for example, the leaves 
from the shoot, and occasionally it 
may develop without such external 
interference because its primordium 
is always visible between the sti¬ 
pules. A corresponding case is only 
known to me in the inflorescence of 
AmiciaZygomeris where thcstipules 
of the bract-leaves of the flowers are 
developed as protective organswhilst 
the lamina itself is arrested. 

C. Hypsophylls formed 
BY THE Leaf-base or mainly 
so. Where this happens the seg¬ 
mentation of the leaf-primordium 
into leaf-base and upper leaf pro¬ 
ceeds gradually, and finally the leaf- 
primordium without reaching the 
stage of expansion as a leaf-lamina 
becomes sheath-like. This process 
is found especially in plants with 
well-developed leaf-base. In Rhi- 
nanthus we have, as has been above 
shown, an analogous example in the 
case of leaves which are very slightly 
segmented. A few examples from 

Fig. i6o. Mulgedium macrophyllum. Transition,in olantS with highly Segmented leaVCS 

tlie s^'quffnee / to /K ^rom foliajje-leaf to hypsophyl). r i ♦ j 

Reduced. fllUSt nOW DC CltCQ !— 

Mulgedium macrophyllum, Mulgedium macrophyllum, represented 

in Fig, 260, /, possesses at first a foliage-leaf whose lamina is plain y e 

limited from the leaf-stalk, and the latter is ‘winged’ in its upper part. 
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The leaf in Fig. a6o, // is one from the lower region of the hypsophylls, 
and in it the leaf-stalk is scarcely indicated, but the leaf-base is enlarged 
evidently in correspondence with its function of protecting the inflorescence- 
bud which is thicker than an ordinary foliagc-lcaf-bud. The leaf in Fig. 
260, III has the limit between leaf-lamina and leaf-base still marked 
by a deep constriction. No leaf-stalk is present. Fig. 260, IV shows 
a leaf in which the limit between lamina and leaf-base is scarcely at all 
shown, and in leaves standing higher up the distinction disappears alto¬ 
gether. This transformation is easily understandable when the history of 
the development of the leaf is followed. All these leaf-forms resemble one 
another in their primordial stage, and the hypsophylls arise by the arrest of 



Fic. 26T. Astraniia major, Hypsophylls of different 
from / to VI. ChlorophyUous parts arc shaded darker. 


de^ecs ot conffgunitioo^ 


showing a reduction series 


the primordium of the foliage-leaf accompanied by an increase of its leaf- 
base at an earlier or later stage of its development. 

Astrantia major. Astrantia major shows similar features (Fig. 261). 
If we pass upwards from the region of the stalked foliage-leaves we observe 
that the leaf-stalk and the leaf-surface gradually become smaller. The 
leaf-stalk gradually vanishes and the leaf-lamina sits directly upon a widened 
leaf-base (Fig. 261, /). The sheathing leaf-base retains at first at the margin 
a whitish colour, and the differentiation of the lamina decreases step by 
step (Fig. 26 j, //, IIP), The white colour of the leaf-base becomes more 
conspicuous as we pass upwards, and the lamina can ultimately only be 
recognized as a dark green tip upon the top of the otherwise undifferentiated 
hypsophyll (Fig. 261, IV). The hypsophylls (Fig. 261, VT) which form 
the involucre have m contrast with the preceding ones a narrow base, and 
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this is connected with their ring-like arrangement around the axis : here the 
pi otcctive function is taken over by numerous small leaves, whilst it is else¬ 
where pei formcd by single relatively large leaves. 

The processes in the history of development which led to the formation 
of hypsophylls can be readily understood from what we know of the 
development of kataphylls from foliage-leaves, and therefore I do not 
require here to set them forth in detail. We have to deal with an 
external iransformation of the primordium of the foliage-leaf; it is often 
marked by transition-forms, and it may begin sometimes later and some¬ 
times earlier, even before the appearance of any differentiation of the leaf- 
pnmordium, and then we obtain a sheath-like structure without any indication 
of a lamina. That we have really to deal with a structure homologous with 
the leaf-sheath is shown by its whole nature, especially often by the course 
of the vascular bundles, and by comparison with transition-forms. The 
course of the bundles in the hypsophylls of Dicotyledones recalls frequently 
that in the ordinary monocotylous leaves (see Fig. 261,///). That the 
whole as yet unsegmented leaf-primordium can be made use of in a con¬ 
struction to which otherwise only a part is devoted, need not surprise us 
when we assume Sach’s hypothesis of * material and form.’ The difference 
between lamina and sheath then appears to depend upon definite material 
processes—upon the appearance of definite ‘growth-enzymes,’ or whatever 
one chooses to call the unknown material used in the formation of the 
organs. Let us name the material which is necessary for the formation of 
the lamina x, and that for the leaf-sheath (leaf-base)_j', then in the primordium 
of the foliage-leaf must appear, and the same will happen in many 
hypsophylls, but in many onlyy will be present. 

Hypsophylls in Monocotvledones. The hypsophylls in many 
Monocotyledones may be specially mentioned here, for they also show 
transition-forms. In Carludovica pHcata the spadix is surrounded by 
a number of hypsophylls. In one case which was investigated the outermost 
of these had still an evident lamina, smaller indeed than that of the 
foliage-leaf, but it possessed a stalk, and this was shorter than that of 
the foliage-leaf. The following hypsophyll had no stalk but only the 
rudiment of a lamina, with the ptyxis characteristic of the genus. In the 
third the lamina was still more reduced, and finally the hypsophylls showed 
only a sheath without any laminar portion. The paleae and glumes of the 
grasses belong also here, and the awn which occurs in many of them has 
for long been considered rightly as a rudimentary lamina. 

li. kllatio.vsiiii’S between configuration and function 

IN hypsophylls. 

It has been already shown several times that we can recognize, usually 
very easily, the relationships between the form and the function of the 
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hypsophyll, because the leaf-base from which it is developed serves habitually 
as a protection to the bud, and thus directly points to the chief function 
of the hypsophyll. 

The recognition of the relationships is no less easy in cases of the arrest 
of hypsoph} lls h Let us in the first place confine our attention to the 
bracts. We may say of them that wherever these are arrested the flowers 
have some other method of protection, either by being placed close together 
or by special protective arrangements. We need only recall here the 
behaviour of most Cruciferae, many Umbclliferae and Compositae, in which 
the bracts of the flowers arc arrested, because the whole inflorescence is 
protected otherwise in the bud-condition, cither by special envelopes of 
hypsophylls, by the sheathing portion of the foliage-leaves, or in other 
ways. 

Many arrested hypsophylls exhibit the peculiar phenomenon of division 
about which I have before spoken -. Some examples, however, may be 
mentioned :— 

Lolium. The grass-spikelcts are enveloped by two glumes. In Lolium 
these are developed upon the terminal free spikclet, but in the lateral 
spikclets, which lie with one side in a depression of the axis of inflorescence, 
the glume next this axis is absent, because it would be superfluous as a pro¬ 
tective organ®. In Lolium tcmulentum, especially in the lower flowers of 
the inflorescence, it is frequently developed, seldom as an entire leaf but 
usually replaced by two small leaflets, which arc separated from one another 
by a broad intervening space. These arc connected with the undivided 
glume by transitional forms of glumes with a deep indentation. The like 
is found upon the axis of inflorescence of Typha. 

Xeranthemum macrophyllum. Division of the hypsophylls is also 
seen in the Compositae. Thus in Xerajithcmum macrophyllum^ the hyp¬ 
sophylls of the involucre pass, as in other cases, quite gradually into the 
bracts of the flowers, the outer bracts are undivided, those further in show 
a tendency to divide into two, many being split almost to the middle, 
whilst others arc split nearly to the base, so that two apparently completely 
independent leaves stand before each flower. Each one of these may again 
divide, and so instead of one bract there may be a number of small linear, 
frequently almost bristle-like, Icaf-lobcs. 

We have here, as it appears to me, the beginning of a new formation. 
In xhe position of the hypsophylls in process of arrest appear bristles which 
subsequently act as substitutes for the pappus in the scattering of the fruit. 


‘ See Nauhaus, Die Verkiimmerung der Hochblattcr. liwug. Dissertation, Gottingen, i S-o. 

f Vergl«'';hen.ie Entwicklungsgcschichle dcr Plbn^norganc. in Sche.ik s lUndbnch 

der Bolan.k, iii (18S4), p. J99. , j 

(1876^ Composilen, in Hanstein's Botanische Abkindlungcn,'iii. j 
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and these bristles, as in other Cynareae, such as Cirsium, Carduiis. and 
Centaurca, cover the receptacle in great number and without transition to 
bracts. I put the process thus:—In hypsophj’lls in process of arrest there 
is uniform growth, and to a certain extent a ‘ discipline' amongst the cells 
no longer exists; therefore single parts grow out and these may appear 
very early, even on the shoot-axis itself single cell-groups may shoot out 
instead of the whole primordium of the hypsophyll. Where now instead of 
single parts of a hypsophyll we see ‘ bristle-scales,’ a qualitative change has 
taken place which may have begun with a transforviation of the single parts 
of the hypsophyll, but I see no ground even then, if the hypsophyll no 
longer exists, for keeping its ghost hovering above, or rather below, these 
bristle-scales ; to assume that it still exists is an ‘ idea,’ and this ‘ idea' is 
stuck somewhere in the axis and only allows the bristle-scales to appear. 
Such ‘ ideas,’ however, are to be found in botanical literature even 
recent! 


4- STORAGE-LEAVES. 

The function of storing reserve-material can be undertaken along with 
the ordinary function of the foUage-leaves. We find this, for example, in 
the leaves of succulent plants which store water as reserve-material in their 
foliage-leaves. Other reserve-materials may be similarly stored. Andro- 
sace sarmento.sa (Fig. 305) forms towards the end of the vegetative period 
leaf-rosettes of which the single leaves are thicker and shorter than the 
foliage-leaves of the active period of vegetation. Pinguicula caudata and 
others behave in like manner. They have green epigeous leaf-tubers. In 
the winter-buds of Utricularia and Myriophyllum processes which are 
fundamentally the same are to be observed. These leaves do little work as 
assimilating organs, and do not develop further in the shooting out of the 
bud, but give up their reserve-material into the new shoot. 

The two functions of assimilation and storage may also be taken on at 
different times by a leaf. DicentraCucullaria^ forms tubers on its rhizome. 
These are the bases of leaves which are swollen as reservoirs of reserve-food, 
and transformation takes place partly at the base of ordinary foliage-leaves, 
partly at the base of leaves whose lamina is arrested and which we can 
consider as kataphylls acting as reservoirs of reserve-food. Here we have 
a case showing that change of function and also change of form may take 
place sometimes at a relatively late period of development, sometimes at an 
early period Similar cases arc found amongst Monocotyledones. For 
example, the outer scale-leaves of a bulb of Lilium candidum are the basal 

> See Holm, Notes upon Uvularia, Oakeria, Dklylm, and Krigia, in Bulletin of the Torrey 
Botanical Club, xviii (1891), p. 5. 

2 See also Part I, p. 9, and the case of Oxalis nisciformis described on p. 354 - 



STORAGE-LEASES 


399 


portions of foliage-leaves whose lamina has fallen off, the inner ones are 
kataphylls such as are found elsewhere commonly in scaly bulbs, and they 
arc leaf-structures in which the transformation has taken place at a much 
earlier period. 

Tlicre is no necessity to describe here the different features of storage- 
leaves, which from an organographical standpoint are usually very 
simple. There is, however, one case of special interest to which I must 
refer:— 

Lathraea Squamaria. Lathraea Squamaria is a root-parasite, hypogeous 


except in its inflorescence. Its rhizomes are 
provided with thick fleshy decussate scales, 
which serve as reservoirs of reseive-material 
and have a peculiar structure' (Fig- 262). 
Externally they appear as simple scales, but 
really the margin of the scale is not the true 
leaf-margin, nor is its point the true leaf-tip. 
The upper side of the leaf is so curved down¬ 
wards that a cavity is formed which only com¬ 
municates with the outside by a narrow slit 
at its base, and from it canal-like extensions 
extend deeper into the fleshy leaf-tissue. 

Tozzia alpina. The allied genus Tozzia 
has simpler scale-leaves ; besides it possesses 
foliage-leaves. Its scale-leaves are therefore 
of special interest because they show to a 
certain extent the structure of those of Lathraea 
in a more rudimentary form. In its scale-leaves 
the leaf-margin alone is bent over, and only 
in the protective cavity which is thus made 


<5, 



PIQ. 261. l..athraea Squamarift. Upp«r 
(jj^ure: apex of a shoot in loD^UuJlnal 
section; s. incunc<l apex of kataph^l); 
^1. apparent lip; r, entrance to leaFpit h. 
Louer 6eurc: young k.*itaphv)l in surface- 
section s^o«^ing the pits. Magnifieii. 


are water-glands found (Figs. 263, 264, 263). We can easily imagine how 
the special form of leaf of Lathraea has sprung from the simple structure of 
Tozzia, and if this conformation is the result of a biological need the case in 
Lathraea where scale-leaves alo//e arc present, satisfies higher claims than 
that of Tozzia, which subsequently sends a shoot bearing foliage-leaves above 
the soil. What now is the meaning of this peculiar formation of leaves ? The 
object is the protection of the water-glands which are found in large num¬ 
bers in these hypogeous leaf-organs, and the activity of which replaces 
partially that of transpiration. These water-glands arc by the form of the 



It has been frequently desenbed, but I do not cite the literature, as the plant is so widely spread, 
I will ony say that Irmisch, Zur Morphologic dcr monokotylischen Knollen- und Zwiebelccwichse 
Berlin, 1850, p. i88, was the first who rightly described the morpholog)- of the leaf of L.nthraea’ 

ZeLnt.«LciT 70 ;p!^a 4 i Schuppenwurz (Uthraca Squamaria), in Botanische 
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leaf brought into protected cavities. It is possible that, especially in the 
juvenile stages, these cavities serve also for aeration b 

5. COTYLEDONS b 

The cotyledons demand a special description here, as in more than one 

way they exhibit peculiarities which 
go so far as to have led some authors 
to doubt their leaf-nature. They are 
distinguished by their position. We 
designate as cotyledon the first leaf or 
the first leaves which appear upon the 
embryo, and they do not, as do the 
later leaves ^ proceed out of the vege¬ 
tative point of a shoot, but proceed from 
the unsegmented primordium of the 
embryo. Leitgeb has established the 
use of the term ‘ cotyledon ’ also for 
the one or two leaves of the embryo 
of Pteridophyta, which arise independently ofthe vegetative point of the shoot. 

A. PTERIDOPHYTA. 

The cotyledons of the Pteridophyta require hardly any special descrip¬ 
tion. They are so like the primary leaves'* that they really may be con¬ 
sidered as the first members of these. They are without exception arrested 

forms of foliage-leaves, and 
they show this more clearly 
than do the cotyledons of 
Spermophyta, inasmuch as 
they do not discharge the 

FtG. *64. Tottia alpina. Kataptiyll in transverse section. Wafer- function which is SO COm- 
plands are $een within (he revolute margins of (he leaf. . • t a. 

mon in the Spermophyta 
of suctorial organs. This work is in the Pteridophyta taken on by the 
‘ foot ’ of the embryo. They also do not act as storage-organs. Their 

' See Goebel, Morphologische nnd biologische Bcmerltungen : 7. Ober die biologische Bedeutung 
der Blatthbhlcn bet Tozzia und Lathraea, in Flora, Ixxsiii (1897), p. 4441 Haberlandt, Zur Kenntniss 
der Hydathoden, in Pringsheim’s Jahrbucher, xxx (1897), p. 511. Danrin observed the exudation 

of water in Lathraea. i ^ * k th#* 

^ Du Petit Tbouars proposed roaoy years ago to replace the inexpresaiTC tern * colyle ^ 
term ‘ prolophyll.' No one seems to have support^ him in this exceptbc Turpin ($« nna es 
des sciences naturelles, ser. i. xxiii (1831). P- footnote). The name w.n! 

crystallized in the group-names ‘ Monocotyledones’ and ‘ Dicotyledones. The leafy co > 
developed in germination have also been called ^feuilles seminales by, or instance, 

Candolle. 

^ See, however, the development of the embryo in Monocotylcdones. 

* See Part I, p. 93 - 




Fig. 963. Tozzia aJ 
the rhizome. To the 
the right: seen from 
revolutc margin of the 



feft: seen from above. To 
below so as to exhibit the 
leaf. 
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resemblance to the other foliage-leaves is therefore very evident, because 
they have no other function but that of these. Only in the floating forms of 
Salvinia and Azolla has the cotyledon different conformation from the first 
foliage-leaves. It is peltate in Salvinia and turbinate in Azolla, so that 
an air-bubble can be retained upon the deepened upper side \ and the 
construction of the cotyledon makes more certain the normal floating 
position of the embryo upon the surface of the water. 

B. SPERMOPHYTA. 

The embryo of the Spermophyta occupies quite a different position 
from that of the Pteridophyta. It submits in the seed to an interruption 
in its development, except in the case 
of viviparous plants, and is during this 
invested by stout envelopes. The di¬ 
vergence in form of the cotyledon from 
that of the foliage-leaves is usually 
very great. The question is, how can 
we explain morphologically and bio¬ 
logically this divergence? Can we 
furnish utilitarian explanations and 
satisfactory causes? With respect to 
explanations we must not forget that 
even in the foliage-leaves the con¬ 
nexion between configuration and life- 
relationships are still obscure, and therefore in the case of the cotyledons 
also we must use teleological considerations with caution. As regards the 
'Causes, it is evident that there are many factors which have to be considered 
beyond those which affect the foliage-leaves, and this, apart from what is 
involved in inclusion within the seed and the probably consequent relation¬ 
ships of correlation. 

Cotyledons may serve as— 

1. Protective Structures. They act in this way to the stem-bud, not 
only during its rest in the bud but frequently also during the germination 
(Fig. 266). In this connexion we have in many dicotylous plants the forma¬ 
tion of a long cotylar sheath, at the base of which sits a stem-bud; 
regarding this we shall say no more here, but the many remarkable and 
somewhat similar relationships of monocotylous embryos will be discussed 
below. 

2. Reservoirs of Reserve-material. In many cases. 

3. Haustoria—ior the absorption of the endosperm. In this connexion 
It may be noted that there are only two genera of Spermophyta—Gnetum 



* See Goebel, Pflaiucnbiologische Schildcrangen, i (1889) and ii (1893). 
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and Welwitschia—in which the suctorial organ is developed as an outgrowth 
of the hypocotylar segment, independently of the cotyledons. In other 

cases where we have a suctorial organ the cotyledons 
act as this, and in most cases witkm the seed-coat, 
yet it sometimes happens that, in germination after the 
embryo has left the seed-coat, a portion of the endo¬ 
sperm is taken along with it and is used outside the 
seed. I found this, for example, in a species of Ster- 
culia (Fig. 267) in Java, whose cotyledons are usually 
separated by an intemode. 

4. Pistons —to push the seedling deeper into the 
soil in germination. This occurs especially in some 
Monocotylcdones, for example Phoenix, whose cotyle¬ 
dons are positively geotropic. 



' / 

I 



(i) Dicotyledones. 

Morphology of the Cotyledons. I shall 

suppose that the external relationships of configura¬ 
tion which are usually very simple’ are known; some 
of the more interesting cases only will be noticed. The 
first general question that arises is—Are the cotyledons 
to be considered as structures sui generis, or are they 
only developmental forms of foliage-leaves? The 
answer is affirmative to the last question, and for the 
following reasons:— 

(a) Analogy with the Pteridophyta whose coty¬ 
ledons, apart from their inception, resemble the primary 
leaves. 

{b') The fact that in many Spermophyta the cotyledons 
resemble the foliage-leaves. Thus the single cotyledon 
of Cyclamen resembles in form the foliage-leaves 
(Fig. 268). Utricularia, Pinguicula, Viscum, Spergula, 
all show the same features as do the exalbuminous 
Monocotylcdones hereafter mentioned. In many plants 
which possess tubers, such as species of Corydalis, 
Carum Bulbocastanum, Bunium petraenm, Aconitum 
Anthora, and others, the cotyledons in the first year of 
the seedling are the only assimilation-organs, but 
usually they quickly die away—lasting only for a few 
weeks in many plants, as in Claytonia perfoliata, 
Nolana atriplicifolia, and others. We can easily understand that such 
short-lived leaves will be more simply constructed than will be the ' typical 



Fig. i66, L«ucoden- 
dron ar^enteam. Seed¬ 
ling plant. Cit cotyledon, 
the other cotyledon has 
b^o removed at line 
The bud of the stem is 
seen in a depression of 
the base of the cotyledon. 
IVA, root^ollar, limit be* 
tween bypocotyl and root. 
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Fig* 267 . S(er<'Qlia sp. in Buitenior^ Garden. 1, portion 
of embryo and endosperm In loni^itudinal section ; O?, cotylc* 
don ; j/. stalk of cotyledon ; £, the endosperm, shaded in the 
figure. the same in transv erse section. Lettering the same. 


foliage-leaves. In some annual plants * the cotyledons may persist until 
flowering, as in Adonis aestivalis, Fumaria ofiicinalis, V'eronica hederae- 
folia, Melampyrum pratense, Urtica urens, Euphorbia helioscopia ; but, 
owing to their position at the base of the plant, they are unfavourably 
placed for assimilation and can 
do little in this way. The small /s 

size of the cotyledons, compared / 

with the foliage-leaves, is a \\ 

matter of correlation ^ We \ ^ ^ ^ 

observe that the cotyledons \ 

are largest in plants like Strep- t 0 "'\ j| 

tocarpus, in which the chief Jl 

shoot which commonly arises 

between the cotyledons is sup- \ 

pressed, and we may e.xpress 

this otherwise bv saying that FiC. a 67 - Stercolia sp, in Buitemorg Garden. 1. portion 

* y o of embryo and endosperm m longitudinal section ; O?, cotylc* 

where the cotyledons are spe- don ; sialk of cotyledon ; the endojoerm, shaded in the 

/ . B{ure. the same in transverse section. Lettering the same. 

cially constructed to be like 

foliage-leaves, they precede in development the stem-bud. In many cases 
also, if the stem-bud be removed, the cotyledons exhibit an increase in 
size beyond the usual. 

The simpler configuration of epigeous cotyledons 
is thus easily understandable from the biological side. 

There are transitions, however, between epigeous and 
hypogeous cotyledons, and the fact that different species 
of one genus may have epigeous and hypogeous coty- // 

ledons, for example Rhamnus Frangula and R. cath- 
artica, Mercurialis perennis and M. annua, shows that fj 

in the hypogeous cotyledons the functioning as assimi- Tje 

lation-organs has only been given up at a late period |||i 

in connexion with the deposition within them of reserve- /||l 

material, and that in consequence of this they no longer i Ay 

reach the light. /\l 

The simplicity of the configuration of the cotyledons, c cUmeo 

compared with the foliage-leaves, we may consider as a “he a the 

phenomenon of arrest, as it is in the Pteridophyta. This fonumThe h* “ ot*ns 
arrest is usually persistent, but in many cases, as a few li'agniSed''**’ * 
examples will show, it is only temporary. These 
temporary cases are especially interesting, because they throw light upon 
the persistent forms, and establish directly the transition of the cotyledons 
to the foliage-leaves. 

‘ See Winkler, Ober die Keimblatter der deotschen Dicotylen, in Verhandlungen des botaoischen 
Vereins der Provin* Brandenburg, xvi (1874), p. 16. > See Part I, p. ao6. 


Fig. i6$. CveUmea 
p«rsicum. Seedling 
plant. The apes of the 
cotyledon U a haus* 
tonum, the hypocotyl is 
swollen into a tuoer. 
filagoified. 
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(r) The existence of all stages of transition-forms between cotyledons 
andfohagedeaves. Many cotyledons experience in the process of germina 
t,on only an increase in size ^ Others exhibit a change in configuration 
which in extreme cases like that of Streptocarpus polyanthus 2 and other 
species, and also in Monophyllea, results in the formation of a massive 
fohage.leaf; often over thirty centimeters long, whilst in the embryo it only 
possessed a length of about half a millimeter. It need hardly be men¬ 
tioned that this takes place by ‘ intercalary’ growth, and we have here, as 
in the case of Oenothera mentioned below, only an extreme illustration of 
the fact 2 that the leaf-apex in most Dicotyledones passes over into the per¬ 
manent condition at an early period, whilst at its base continued growth 
proceeds—it is the apex which appears first as the cotyledon. This 
remarkable condition in Streptocarpus and other plants is connected with 
the fact that in them the cotyledon is the only foliage-leaf, and therefore it 
has a much longer period of life than usually is the case where the coty¬ 
ledons rapidly die away and are replaced by foliage-leaves. 

Even, however, in plants in which foliage-leaves appear later there are 
not wanting examples of post-embryonal further development of the coty¬ 
ledons. The Onagrarieae furnish some very instructive examples of this. 
In this family^ we find a varying behaviour of the cotyledons. In some 
plants the cotyledons show the ordinary construction, they are small, with 
entire margins and a feeble venation, for example in Epilobium angusti- 
folium, Oenothera pumila, O. glauca, O. rosea. In others the cotyledons 
show after germination further intercalary growth as it is seen in Strep¬ 
tocarpus, and a portion of foliage-leaf is, as it were, intercalated in the 
cotyledon, and carries at its end the original cotyledon ; we find this, 
and naturally in various degrees, in Clarkia pulchella, Oenothera stricta, 
0 . bistorta, O. macrantha, and others. 

Oenothera bistorta. Let us take Oenothera bistorta as an example. 
After the germination the cotyledons arc sessile, and they have only a few 
long glandular hairs especially at their base. Six days after\vards this base 
is elongated into the form of a stalk. Fig. 269, I, shows a seedling eight 
days old, and the cotyledons are seen in their surface-view but othenvise 
unchanged. The new intercalated portion visible beneath them grows sub¬ 
sequently into a narrow leaf-surface, provided with a mid-rib and a short 
leaf-stalk (Fig. 269, II). In this condition it differs from the primary leaves 
only by having at its tip the original cotyledon. 


* Compare, for example, Ampclopsis, Part I, p. 145. 

* See Hielschcr, Anatomie und Diologie dcr Gattung Streptocarpus, in Cohn’s Beitr^e, iii (i 879 )» 

p. r. As regards the cotyledons in germination, see specially Klebs, Beit^e zur Morphologic und 
Biologic der Keimung, in Untersuebungen aus dem botanischen Institut zu Tubingen, i (1881-5), 
p. 536. ' Sec p. 308. 

* See Lubbock, A Contribution to our Knowledge of Seedlings, London, 1893, i. p# 553 * 
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Oenothera shows that in one genus we may have partly persistent 
partly temporary arrest of the development of the cotyledon, and we cannot 
doubt from this as to the way in which the simpler construction of (he 
cotyledons, compared with the foliage-leaves, has come about. 

The Factors causing the Configuration of Cotyledons. 
It’has been already shown that we must in the first instance consider in 
respect of this the enclosure of the cotyledons in the seed ; further, it is 
probable that relationships of correlation operate here as they do so often. 
A limit is put to the growth of the embryo by that of the embryo-sac in 



which it is enclosed, and the history of the development of the seed shows 
that the growth of the embryo-sac is primary, that of the embryo itself is 
secondary, and therefore we come to the question :— How far is the form 
of the cotyledon dependent ttpon the relationships of space within the seedf 
We have relatively few investigations bearing upon this point. Hof- 
meister ^ was the first who took up the question of the relationship of the 
lie of the embryo to the space available for it in the embryo-sac. Lubbock % 
starting from the relationships in the matured seed, has endeavoured to 


' Hofmeister, Allgemeine Morphologic der Gewachse, Leipzig, 1868, i. p. hzo. 

* Lnbbock, A Contribution to onr Knowledge of Seedlings, London, 189a, i. p. 8. 
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bring the form of the cotyledons into relationship with the conditions of 
space, and he has thereby arrived at certain suggestive interpretations 
which, however, can only be placed upon a sound basis by investigation of 
the history of development, because he has, for example in the Caiyophylleae, 
altogether overlooked the difference between endosperm and perisperm, and 
it is clear that the conformation of the latter can exercise no influence upon 
that of the embryo. The most important of Lubbock’s statements will be 
noticed below, but here I may only remark that a consideration of the 
mature seed shows that the space-relationships do not operate everywhere 
directly in determining the form—for example, in embryos which nowhere 
come into contact with the seed-coat. We should expect to find the 
influence of such relationships therefore especially in seeds which have no 
endosperm. Also if the history of development should show that the space- 
relationships are not the direct causal factors of the configuration of the 
cotyledons, one might nevertheless maintain that a relation exists between 
them, as it might be that an original causal connexion existed, but that in 
course of time its effects have become hereditary and therefore we have no 
longer to deal with direct causal phenomena k The results of investiga¬ 
tions of the history of development bearing upon this question have been 
published by Hegelmaicr alone They show, for example, that in the 
Geraniaceae, whose cotyledons are convolute ^ and from an early period 
asymmetric the ptyxis begins in them at a time when the embryo lies still 

within the embryo-sac, and therefore when no considerations of pressure 
are operative, and the asymmetric construction of the cotyledons cannot be 
regarded as the effect of pressure. I must refer for details on the subject 
to Hegelmaier’s exposition of it, and here I only quote some of Lubbock’s 
results amongst the Dicotyledones :— 

1. Narrow and broad cotyledons. In many cases the narrow cotyledons 
correspond exactly with the form of the embryo-sac, for instance in Platanus 
and the Chenopodiaceae \ The broad ones may do the same, for example, in 
Ruellia, Phaseolus, Quercus. This is not the case however, everywhere and 
Lubbock, in speaking of the narrowness of the cotyledons in Galium saccharatum, 
says that their form enables them to be more easily withdrawn from the hard 
testa. 

2. Asymmetric cotyledons. These are found in a number of Geraniaceae, 
for example, Geranium pratense, G. cicutarium, G. Robertianum, species of Ero- 
dium, in the Leguminosae, and in the Polygonaceae, for example Polygonum 


* Sec what is said Part I, p. 2i7« ^ • v 7 a 

^ Hegelmaier, Ober Orientining des Keimes im Angiosperroensamen, in Bot^isc e \ Qo > 

liii (1895), p. 143: id., Uber convolutive Cotyledonen, in Berichte dcr deutschen botanisc e 

Gescllschaft, xvH (1S99), p. 121. 

’ Sec Part I, Fig. 67. 

* Lubbock does not recognize the presence of perisperm in this family. 
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Fagopyrum, P. emarginatura, and others. Lubbock refers the asymmetry of the 
Geraniaceae to the folding within one another of the cotyledons. The smaller half 
of each cotyledon is the inner one. But Hegelmaier s investigations quoted above 
show that the influence here is not a direct one. In Polygonum Fagopyrum also, 
the asymmetry of the cotyledons begins early at a time when their margins are 
still far away from the seed-coat and the furthered lateral half, which may either 
be the right or the left—using these words in a like sense for each cotyledon— 
one is always involute and over-lapping whilst the smaller is ahvays revolute 
and overlapped. What takes 
place in the Leguminosae re¬ 
quires furtherinvestigation,at 
anyrate the asymmetric form 
of the cotyledon corresponds 
here with that of the seed. 

3. liObed and emar- 
ginate cotyledons. The 
emargination of the cotyle¬ 
dons at their anterior end 
corresponds in many cases 
to the thickening of the 
seed-coat, or it may be of 
the fruit-wall, for instance, in 
Quercus, Impatiens, Urtica. 

In many Cruciferae, such as 
Raphanus and Sinapis, the 
terminal depression of the 
cotyledon facilitates their 
ptyxis*, and so also may 
the lobing of the cotyledons 
of Tilia (Fig. 270) facilitate 
their packing in the seed, as 

Lubbock explains. But in my view we must also consider here that by the develop¬ 
ment of the lobes the absorptive power of the cotyledons as hausforia is increased. 
They have the somewhat hard endosperm to dissolve and to bring the materia! it 
contains into the embryo. The case of Myristica fragrans shows that as a matter of 
fact the division of cotyledons stands in relation to their hauslorial function *. In this 
plant the endosperm is, as is well known, ruminate, that is to say infoldings of the seed- 
coat produce a brown marbling in it. The cotyledons of the somewhat small embryo 
increase in germination considerably, divide in correspondence with the infoldings 
of the seed-coat, and when dissected out appear to be lobed like a coronet. The 
single lobes which have apical growth force themselves into the endosperm. It 

• Lnbbock, A Contribation to our Knowledge of Seedlings, London, 1892, i. p.134. 

* With regard to Convolvulus and others, see Lubbock, op. cit. 

Tschirch, Physiologische Studien uber die Samen, insbesondere die Sangorgane derselbeo, 
in Annales du Jardin botaniqne de Buitenzorg, ix (1891), p. 143. 
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IS quite evident that here the lobes, which are only formed in germination, have 

a relation to their function as suctorial organs. Similar cases will be described in 
Monocotyledones. 

(a) Monocotyledones ^ 

Stages of Differentiation of 

Cotyledon. The simplest case of the 
cotylar configuration is to be found in 
the embryos of exalbuminous Mono¬ 
cotyledones. It has been stated above ^ 
that the leaf of Monocotyledones is usually 
only differentiated into lamina and sheath, 
and this we find also in the cotyledon, for 
example in the Juncagineae, Butomeae, 
Alismaceae, and elsewhere. The coty¬ 
ledon becomes green, and does not differ 
in form and structure essentially from the 
first foliage-leaves, although its anatomical 
differentiation is usually somewhat sim¬ 
pler ^ The lamina as in ordinary leaves 
appears as the direct continuation of the 
sheath. This degree of differentiation of 
the cotyledon we may designate as the 
first and most primitive We distinguish 
in the cotyledon the lamina and the sheath 
which invests the but slightly developed 
stem-bud. 

From the first stage a second is dis¬ 
tinguished by the further development of 
the sheath. There is now developed not 
only the lateral parts of the lamina, but 
more particularly there is also an out- 
gro\vth upon the upper side oftheprimor- 
dium of the leaf, such as we have seen in the development of many axillary 
stipules and ligules; and further the completely ensheathing sheath has grown 
up at its base as an outgrowth, so that the stem-bud is surrounded by an 
oblique upwardly directed ringwall formed by the cotyledon. 

» See Klebs, Beitrage zur Morphologic und Biologic der Kcimung, in Unlersuchungen ans dem 

botanischen InstUat zu Tubingen, i (1881-5), p. 63 ®* , 

» Anatomical details are given by Schlickum, Morphologischcr und anatomischer Vcrgleich der 

Kotyledonen ond ersten Lanbblatter dcr Keimpflanzen der Monokotylen, in Bibliotheca Botanica, 

« See Klcbsy op. cit.; Tschirch, Physiologischc Studicn iibcrdic Samen, mJ)esondere die Saug- 
organe derselben, in Annales do Jardin botaniqne de Buitcnrorg, ix (1891); Cclakovsky, Ubcr die 
Homologien des Grascmbryos, in Botanische Zeitung, Iv (i897)» p# 141* 



Pig. 171 . Dracaena indivisa. Seedling 

S lant The cotylar tip, which acts as a 
austorium, and is enclosed in the seed in the 
£gQre to the left, it marked by a dotted line in 
the figure to the right of an older seedlin?. It 


figure to the rig 
becomes more or ks 9 green 


ling. 
Natural sue. 
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In the next stage we sec the sheath still more developed and further 
separated from the upper part of the cotyledon which in some degree appears 
as its appendage. 

These three stages are connected, on the one hand, with the size which 
the stem-bud reaches before or during the germination, and, on the other hand, 
with the changes which the cotyledon passes through in losing gradually its 
leaf-nature and finally becoming entirely a haustorium, functionally, but not 
morphologically, resembling the suctorial organ of the embryo of Gnetum 
and Welwitschia. The stronger development which the cotyledon as a 
haustorium has already attained in the seed is connected, on the one hand, 
with the richness of development of the endosperm, and, 
on the other, with the relative rapidity with which the 
process of germination has to be passed through. That 
the cotylar sheath may take on, besides its protec¬ 
tive work, other functions also, will be shown in the 
examples cited below. It must be remembered, how¬ 
ever, that there arc many transitions between the 
different types, and they are especially conditioned by 
the varying strength of the claims upon the cotyledon 
as a haustorium in endospermous seeds. 



EPICEOl'S COTYLEDONS. 

We shall consider in the first instance cases in 
which the epigeous cotyledon becomes green. It then 
behaves as it does in seeds which have got no endo¬ 
sperm, only that its tip serves as a suctorial organ in 
varying degree, either temporary or permanent. In 
Dracaena (Fig. 271) the end of the cotyledon remains 


Fig. iyi. S«cdlinp ot 
unkno\( n rDonoept^^ous 
plant lAlliuni sp.The 
cotyledon is the onl^ 
part above ];round, and is 
divided in tsvo parts^the 
lower p<*rsis(cnt thicker 

C 'jfcn that to the 

irfi in the and the 

upper thinner part (on the 
ri{»ht uf ihc figure) which 
apparently U lateral. 


enclosed in the seed as a haustorium. If it is set free from the seed-coat 


it becomes green less intensively, no doubt, than the rest of the cotyledon, 
from which it also differs in anatomical structure. Other Liliaceae, like 
Allium and Hyacinthus, also Agave and other plants, behave in this manner. 

The seedling represented in Fig. 272, which belonged to an unknown 
monocotylous plant, probably a species of Allium, shows an interesting 
case . The whole cotyledon is not devoted to the formation of a foliage- 
leaf, its Upper part, the thin portion on the right of the figure, the tip of 
which functions as a suctorial organ, remains thin and thread-like and dies 
away later, whilst the lower portion, the thicker portion on the left of the 
gure, becomes an almost cylindric foliage-leaf, whose relatively short sheath 
invests the stem-bud. It is very striking to note that the persistent part of 


The seedlings appeared in a pot in which Australian seeds were growing, but they all died off 
early, and a certain determination of their affinity could not be made. 
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the cotyledon has grown out slightly beyond the thread-like transitory portion 
from the point where they are joined in a knee-like bend. This outgrown 
portion, directed downwards in the figure, forms subsequently the‘tip’of 

the cotyledon, and acts as a boring- 
organ ; the thread-like portion, the 
real upper part, appears in conse¬ 
quence to be lateral. 

HYPOGEOUS COTYLEDONS. 

In hypogeous cotyledons the 
whole cotylar lamina, excepting the 
swollen haustorial tip, not infre¬ 
quently develops into a thread-like 
body like that in the embryo just 
described, and it serves chiefly as a 
conducting-path for the food-material 
taken up by the haustorium ; at the 
same time, by its great elongation, it 
facilitates the changes of position of 
the seedling plant. 

The cotyledon is thus differen¬ 
tiated into three parts of different 
form and different function:—(i) 
the haustoritim, (2) the middle por- 
tion (3) the sheath. 

These parts appear, for example, 
in the seedling of Tradescantia 
virginica, which is shown in Fig. 273, 
III. The haustorium is still within 




Fig. J7J. Tradescantia virrinica. Seedli^ plant in three stages I, 11 . ***:. 

yl/. middfe portion; Z, first foliage-lcaf; »•', fi?st root | /T, bypocolyl. In II the eadospem. is enclosed in a aoueo 

line. Magnified 6 . I and II a/ter Gravis. 

the seed-coat, M is the middle portion, and 5 is the sheath. The sheath 
has, during the germination^ grown out to a considerable extent, and as 
elongated above its point of atta chment to the middle portion ; it protects 

' Klebs uses this term. There is no necessity for Scblickum’s latc 7 expression, ‘ conductor.’ 
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the stem-bud during its passage through the soil, and later it is ruptured. 
The process of development of the sheath will be quite clear without further 
remark if we consider the younger embryos. In the resting seed shown in 
Fi". 273, I, the sheath, 5 , surrounding the stem-bud. is plainly visible on the 
cotyledon; in the young seedling shown in Fig. 273, II, the sheath, . 9 , has 
grown out a little beyond the point of its attachment to the middle portion, 
M, which has elongated; in the older seedling shown in Fig. 273, III, the 
sheath, 5 , has elongated to a considerable extent, and is directed upwards in 
a negatively geotropic manner. 

In some cases the form of the cotyledon which acts as a haustorium cor¬ 
responds evidently with the space-relation¬ 
ships in the seed. This is seen in Alpinia 
nutans*, where the cotyledon is two-lobed. 
the lobes extending as two processes into 
the sickle-like endosperm, as well as in Areca 
Catechu, where the cotyledon, as in Myris- 
tica, forms many lobe-like outgrowths which 
penetrate between the folds of the ruminate 
endosperm 

Cotyledon of Cyperaceae. The 
development of the sheath in the direction 
indicated above is especially well seen in 
Cyperaceae. There are two cases :— 

{a) In some of them it takes place only 
during the genuinatwu, as is the case in 
Tradescantia. 

{b) In others it occurs earlier and within 
the seed itself. 

Carex. Carex may be taken as an example of the first case. The 
embryo lies at the base of the endosperm. It is surrounded (Fig. 274) by 
the many-layered nitrogenous-layer of this, and the flatly conical summit of 
its turbinate cotyledon touches the copious starch-bearing portion of the 
endosperm. The configuration of the cotyledon is from its lie and its function 
as a suctorial organ—the upper part swells up in germination—easily under¬ 
stood. The stem-bud on which the primordia of two leaves are visible(Fig. 273) 
in the figure, is enclosed by the cotylar sheath, s j, the narrow slit of which 
is almost closed. This sheath develops considerably in germination, and it 
serves evidently, as in the grasses, as a protective investment to the stem- 
bud during its boring through the soil ; subsequently it is burst at the apex 
by the developing first leaves. The base of the cotyledon above the sheath 

A.. Fhysiologische Stndien uber die Sameo, iosbesondeie die Saugorg.ane dcrselben, in 

w^es do Jardin botaniqoe de Buitenzorg, is (1891). 

See the chapter upon the development of $eeds. 



Tic. 274. Carex Gravana. Basal por¬ 
tion of the rndosperm vnclosinf the «’mbr5'0, 
in lonf^itudinal section. Co, cotyledon : 
ijr^t leaf; t, cotyJar sheath ; H'/i, cap ot the 
oblique lirst root. The embryo is surrounded 
by the nitroj^enous layer of (he endoiperm; 
a small portion of the starchy eodosperin is 
indicated by shading. 
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develops into a very short middle portion. It is noteworthy and of 
significance for the explanation of the formation of the organs in the embryo 
of grasses, that between the point of attachment of the sheath and that of 
the middle portion, a piece appears to be interpolated on the seedling so 
that the sheath and the rest of the cotyledon are separated from one another 
by an apparent internode (Fig. 275. Me). This piece is neither the hypocotyl 

nor an internode, but a greatly elongated 
node which may reach a length of from six to 
ten millimeters. Celakovsk^ ^ has named it 
the mesocotyl. It is certainly an unusual 
occurrence that two portions of one leaf- 
primordium should be separated one from 
another so that they appear to spring from 
different parts of the axis, but the process 
can be followed here in its development, and 
we may explain it so far biologically that 
it facilitates the boring through the earth of 
the sheath with the stem-bud which it en¬ 
closes. 

The anatomical relationships suit this ex¬ 
planation, and I shall very shortly refer to 
them here (see Fig. 275)*. The conducting 
bundle which passes out from the haustorium 
and upper part of the cotyledon does not 
attach itself directly to the vascular bundle- 
cylinder of the mesocotyl but runs upwards in 
the cortex of the mesocotyl. Consequently on 
tranverse section the vascular portion of this 
bundle, which is represented in the diagrammatic 
Fig. 275,/, by a wavy line, appears in an inverted 
position, that is to say it is turned outwards. 
At the point where the cotylar sheath joins on 
to the mesocotyl there is a conducting vascular 
bundle in which the vascular portion has the 
normal position; this bundle bends up through 
the sheath to its apex then descends again through 
the sheath, and is continued downwards, as the bundle with inverted xylem 
mentioned above, through the cortex of the mesocotyl into the upper part of the 
cotyledon ending in the haustorium. Upon the transverse section of the sheath 
(Fig. 275, IT) there appears to be but one vascular bundle which has two sieve 
portions almost touching one another and two vascular portions lying over against 

* Celakovsk^, tjber die Homologien desGrasembryos, in Botanische Zeitung, Iv (1897), p. 

* See Van Tieghem, Morphologie de I’cmbryon et de la plantule chez les Gramm es 
Cyp^rac^es, in Anoales des sciences natarelles, sit. 8, Hi (1897), p. 259 * 



PiQ. 375. Car«x. Embryo in germina¬ 
tion. Diaer^matic. /, in lon^tudinal 
section. haustorium ; A//, middle por¬ 
tion of cotyledon: iVr. mesocotyl; S, 
cotylar sheatb; Z, foil age-leaves. //, 
part of the cotylar sheath in transverse 
section to show the conducting bundle- 
The vascular part is indicated^y wavy 
lines on each side of the sieve-part indicated 
by a straight line. //I, cotylar sheath in 
trans>*erse section. Conducting bundle, 
black. 
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one another. This course of the conducting bundles shows that the bundle which 


enters the cotylar sheath be¬ 
longs peculiarly to the coty¬ 
ledon and that the cotylar base, 
in a certain measure, forms a 
cortical investment of the me- 
socotyl. 

Cyperus alternifoUus. 
In illustration of the second 
case the germination of 
Cyperus alternifolius may 
be quoted. Fig. 276, I, 
shows a longitudinal section 
through the embryo in the 
seed. The root, W, is only’ 
feebly indicated, and upon 
it there is observed the re¬ 
mains of the suspensor Et. 
The massive cotyledon 
shows at its suctorial end 
the cells already in a papilla- 
form, and its long axis does 
not fall,as in Carex.in nearly 
the same plane with the 
root, but makes a right 
angle with that organ. This 
is due to the strong de¬ 
velopment of the cotylar 
sheath, 3 ", which completely 
invests the stem-bud, and 
only opens to the outside 
by a narrow slit above the 
point of the first foliage- 
leaf. As the young seedling 
shows (Fig. 276, II). the 
sheath develops in germina¬ 
tion also very greatly in 
the first instance, and the 
elongation of its zone of 
insertion, which in Fig. 276, 
I, is indicated by the dotted 
line, forms the mesocotyl 
which brings the stem-bud 



Cypenis ftUemifoliitt. Lmbryo aod ?ermmatiAn i 

cotyledon ; iS^coiylar sheath • 

•ccoad teaf; Av, mesocotyl All ma^lfied. ^ z.i. 
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above the soil, where finally the cotylar sheath is ruptured at its tio 
(Fig. 276, III). ^ 

Scirpus lacustris. A further example of this second case amongst the 
Cyperaceae is furnished by Scirpus lacustris (Fig. 277). In general, we may 
say that the cotylar sheath is the 7 nore developed in the seed, the earlier and 
the more massively it has to be developed in the germination. In Scirpus 
lacustris this is seen in marked degree. The sheath becomes green at the 
tip, and forms there, apparently, a second lamina—the first being the broad 
shield-like portion forming the hypogeous haustorium, and lying apparently 
over against the stem-bud. The great development of the sheath in the 
seed has given rise to misinterpretation. The portion marked a, in Fig. 277, 
is by most authors called the ‘ radicle.’ The root, r, here, as in other 



Fic. 277. ScirpQs lacastns A« ezsbryo. B, seedliog plant. Cypenis dtcompositus. Embryo in loofi- 
indioa) section. In all fibres: a, ai, cotylar sheath ; Fu Ft^ first leaves; r primary root; S, suspensor. A, 
ma^ified 75. Altar Didnehsen. 


similarly constituted Cyperaceae, occupies a lateral position*, as is shown 
also clearly in the embryo of Carex (Fig. 274, Wh). That in the germina¬ 
tion at first the stem-bud, as well as the cotylar sheath develops, is shown 
in Fig. 277, B, and there also we observe the strong development of the 
cotylar sheath before germination. This bears out what has been said above 
about the development of the foliage-leaves ^ that in general, the parts 
which are most developed in the matured condition, are the first laid down 
as primordia. 

The Cotyledon of Grasses. These cases lead us on to an 
explanation of the much discussed formation of organs, in the embryo of 
grasses. As will be shown, we find nothing new when we compare the 
grass-embryo with that of the Cyperaceae just described. 


* Didriebsen, Om Cyperaceemes Kim, in Botanisk Tidsslmft, xix (1894), (1897). 

* See p. 331. 
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Let us see first of all what are the actual relationships ^ In Fig. 278, 
we have a longitudinal section through the basal portion of a grain of wheat. 
The embryo lies at the base of the endosperm and it turns towards the 
endosperm a broad shield-like portion, which since the time of Gartner has 
been termed the sattelhnn, sc ; this acts as a suctorial organ, and remains 
within the seed in germination. Opposite it is a small scale with no vascular 
bundles, which is termed the cpiblast, 1 . Above it there follows a sheathing 
leaf, with a narrow slit, which appears above the ground in germination, 
but never becomes green ; this is the coleoptile or pHeole, c. The endo- 
genetic primary root, r, which in germination breaks through the peripheral 
layer of tissue, colcorrhiza, cl, requires here no further description. I may 
only say that the hypocotyl, hp, is 
scarcely formed in the grasses, as the 
body of the embryo is almost entirely 
used for the laying down of root. 

The morphological explanations 
that have been given of these organs 
may be grouped as follows:— 

1. The cotyledon is not a leaf- 
organ. We may put on one side the 
quite untenable view of Nageli, that 
the cotyledon is a thallus-lobe. 

Hofmeister and others consider the 
scutellum as an outgrowth of the axis 
of the embryo. But the history of 
development shows clearly that the 
scutellum arises as a terminal struc¬ 
ture on the embryo, like the cotyledon 
in other Monocotyledones (Fig. 282). 

2. The scutellum is the coty¬ 
ledon, and the epiblast which lies over 
against it, but is not present in all 
grasses, is an arrested second leaf, and the coleoptile is the third leaf. 

This view is supported by the following:— 

(a) Between the coleoptile and the scutellum, there is in many grasses 
a strongly developed ‘ internode.’ 

( 3 ) In the axil of the coleoptile an axillary bud is often found. 

{c) The basal part of the scutellum in many grasses, for example Oryza 
(Fig. 281, V). Leersi a, and others (Fig, 281. I) develo ps like the sheath of 

* These are most fully depicted by E. Bruns, Der Grosembryo, in Flora, Ixxvi (Erganzunesband 
nim Jahrg&ng 189a). The literature is cited there. 

Van Tieghem's statement that the embryo is completely surrounded by the nitrogenous layer of the 
endosi^rm is not true for Triticnm vnlgare. See Van Tieghem, Morphologic dc I’embryon et de la plan- 
ule Chez les Graminces et les Cypdraedes, in Annales des sciences naturelles, sdr. S.iU (1897), p. a6o. 



FlC. Portion ot i^ain of wheat in median 
longitudinal section. To the left the embryo. Sc, 
scutellufli: ligulc; w, vascular supply ofsculcllum; 

cr, cvlindric epithelium of Kutcllum: e; cotylar 
sheath ; vegetative point of stem ; A/, hypocotyl; 
/, epiblast; r, root; c/, root>$beath ; calyptra; m, 
point of eitC of root: fniit-sialk : r/, vascular supply 
of fmitsialkiy^ lateral wall of the fork of the ^uit. 
Magmljed 14. Lehrb. 
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the foliage-leaves of many Monocotyledones. It would therefore be extra- 
ordinary were there the formation of a second sheath in the coleoptile ^ 

3. Scutellum and coleoptile form together the cotyledon, the epiblast 
IS not a leaf. 

This view would bring the formation of the organs in the embryo of 
the grasses into conformity with that of the Monocotyledones mentioned 
above, and it has therefore upon comparative grounds great probability. 

Let us now pass in review the relationships 
benveen the embryo-plant and its functions. 

Zea Mais. Fig. 279 is the representation 
of a seedling plant of Zea Mais, seen from in 
front. It has a chief root, H, and two upwardly 
directed lateral roots, N, The stem-bud is still 
invested by the coleoptile, 5 , which at its apex 
is split by the leaves unfolding within it. On 
the transverse section shown in Fig. 280, we 
observe that a large number of leaves already 
exist, which are thinner than is the coleoptile, 
and are also distinguished from it by having a 
large number of veins, whilst the coleoptile has 
only two vascular bundles. The coleoptile, 
which by its want of chlorophyll is very 



Fig. 979. Zea Mais. Seed* 
line. M primary root; G, 
coleorrhita ; Sc^ scutellum ; 
F, fruit: roesocotyl; A*, 

6 rst Doae i o. cotylar sheath 
(coleoptile); N. secondary 
roots. Ma^idea l^. 



FiC. 280. Zea Mais. Seedling plant m transverse sectioo. 
iS. cotylar sheathu 


markedly distinguis hed from the foliage-leaves ^ h as no sclerenchyma, 

> These arguments were to me conclusive at the time of the appearance 
comparative Smdpoint appears to me to be now all 

Streptochaete we have a grass which has entirely the cooformaUon of the g 

in Monocotyledones. See Goebel. Ein Beitrag znr Morphologie der Graser, m Flora. Ixx t g 

zungsband zum Jahrgang 1895). p- 17 . *!«> Celakovsky, as cited there. 

* It may become green in many grasses if light of no great mtensity has access to it. 
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but its strong turgescent tissue enables it, in a very perfect manner, to protect 
the stem-bud it invests as this bores through the soil. To a certain extent 
it prepares the way, and gives to the leaves and the shoot-nodes, which have 
intercalary growth, the first necessary start. This coleoptile sits upon the 
node, marked K, which is indicated externally by a slight swelling, and 
below this is an ‘ internode.’ Me, which is negatively geotropic. One sees 


further the scutellum, Sc, 
upon the surface of the fruit, 
F, and at G we have the 
coleorrhiza. The anatomical 
relationships here favour the 
view that the scutellum and 
coleoptile are independent 
leaves. The scutellum con¬ 
tains at its point of insertion 
on the internode, one vascular 
bundle which branches in the 
scutellum ; the coleoptile con¬ 
tains two of these which are 
derived from the node K. 
The ‘ internode,’ Me, has a 
quite different structure from 
the later internodes. It has, 
not like them scattered vas¬ 
cular bundles, but a vascular 
cylinder enclosed by an en- 
dodermis. In other grasses 
the anatomical relationships 
correspond, on the other hand, 
with those of Carex. 



Zizania aquatica. In 
Fig. 281, II, we have the 
representation of a longitu¬ 
dinal section, through the 
embryo of Zizania aquatica. 
In the seed there is a structure 


bromoides. Embryo from outside, 
III -lit!' 11, embr>-o in longitudinal section, 

in, embryo from outside. IV. embn'o in transverse section 
though scutellum and mesocoiyl. V, Oryea sativa. .Almost ripe 
embryo from outade. In all 6gures scutellum; cs, sheathing 
base or ligubr formation of scutellum; i, coleoptile; w root • 
epiblast; », mesocotyl; vascular supply in mesocotyl • 
S', vegetative point of stem, r, sheathing-lwf; A, hypocotyl • 
ft marginal out wowth of scutellum. I, mfgnified 44. VnnaTOi! 
6edji. I. n. iV. V. after Bruns. Ill, after SchlicVum ^ 


Which can be directly compared with the features observed in the germina- 
Uon of Carex. Between the coleoptile and the scutellum. a mesocotyl 

forms the conducting cylinder of the mesocotyl, the other coming out of the 
scutellum runs upwards m the mesocotyland there giving off two 



* Sec p. 412. 



4 i 8 TRANSFORMED LEAVES 

branches which pass into the coleoptile it itself joins on to the bundle of 
the mesocotyl. 

We find the same in Oryza sativa, Phalaris canariensis, and other cases. 

Where no mesocotyl exists, the relationships of the vascular cylinder 
in its course are essentially the same, that is to say, the scutellum and 
sheath stand in direct connexion with one another. The bundles of the 
coleoptile may be considered as branches of that which enters the scutellum. 
If the coleoptile is greatly elongated the arrangements described in Zizania 
are developed. The mesocotyl is, as in Carex, no internode, but a node. 
Where, as in Zea. the anatomical relationships diverge, it may be asked if 
this is not only apparently the case. But even if in this species the 
anatomical relationships are really different, and they have been referred to 

particularly here because they are important, yet 
we cannot come to any other conclusion than that 
which is valid in the other grasses. 

Development. The history of development, 
owing to the peculiar relationships which are found 
in the embryos, cannot be here of so much general 
significance as elsewhere, yet it does not contradict 
the explanation that the coleoptile is an outgrowth 
of the scutellum, which is the upper part of the coty* 
ledon, and that it corresponds to the cotylar sheath 
of other monocotylous plants. In Fig. 282, a half- 
ripe embryo of Hordeum hexasdchum is shown. 
The coleoptile, S, arises at the base of the scutellum, 
Sc, grasps right round as an amplexicaul structure, and now forms a cup 
with a narrow mouth above, like the structure shown in Fig. 246, in the case 
of Caltha palustris. Like the axillary stipule of Caltha, it serves as a pro¬ 
tection to the bud, and aids it also in germination, and is therefore strongly 
developed. That the basal portion of the cotyledon is also frequently con¬ 
structed in the sheath-form (Fig. 281, I, V} may be connected with the 
fact that the coleoptile has here taken on a further function. Axillary 
stipules may, as we have seen above*, stand also on the sheath-like leaf-base. 
Unlike the ligular formations which are found elsewhere in the grasses, the 
coleoptile is laid down early, and the place of its inception is associated 
with the fact that the end of the cotyledon remains as a haustorium in the 
seed. 

The Epiblaat. If the explanation I adopt is correct the epiblast cannot 
be a rudimentary leaf. It is undoubtedly a protecting arrangement for the 
embryo like the ligule of palm-leaves and of grasses, but whether we desig¬ 
nate it as a growth from the sheathing-base of the cotyledon (and to this 



PfO. 982. Kordeam beta* 
stichum. Hair-ripe embryo. 
scQtellum; S, cotylar sheadi. 
Magnified. 


* See p. 372. 
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view the condition in Oryza represented in Fig. 2«i, V, gives support) or 
explain it as an independent formation, appears to me to be of little morncnt. 
At any rate it fills the gap left upon the outer side by the cotylar sheath. 

C. RETROSPECT. 

It follows from the preceding description that wc fairly understand the 
relationship between form and function in the cotyledons. On the other 
hand we are entirely in the dark as to the conditions for their configuration. 

6 . LEAVES AS CLIMBING-ORGANS. 

Leaves may be devoted to the purposes of climbing in many ways, some¬ 
times with, sometimes without, a change in their original form. We find in 
Europe amongst plants which are leaf-climbers almost only those with Uaf- 
tendrils-, elsewhere the leaf-forms are more manifold. It is interesting to 
see how, in many plants, the leaf-organs become devoted to climbing which 
were originally formed for quite other ‘ purposes.’ Drosera macrantha, 
which I found in West Australia, possesses a thin stem almost a meter in 
length. Systematic works describe it as ‘ twining,’ but this is incorrect. 
The leaves have very long stalks and cling to shrubs by their outer ten¬ 
tacles, which are bent back specially as traps for insects, and the leaf-surfaces 
lie with their under side upon the upper surface of the twig, a sticky secre¬ 
tion of the recurved tentacles gluing them firmly to it. We shall leave out 
of consideration plants in which the leaves are useful in ‘ scrambling,’ and 
direct our attention only to those whose leaves exhibit a more or less far- 
reaching transformation either into hooks or into tendrils. 

Leaves as Hooks. 

Here we have leaves or parts of leaves with a curved hook-like form, 
and these after they have grasped a support show no further change. 

A. Pteridophyta. 

Lycopodium volubile. Lycopodium volubile, a species which climbs 
high up in the trees in Java, gives us an example. The chief shoots have 
a radial arrangement of the leaves, and each of the leaves grows out at its 
base over the point of attachment. It is thus somewhat peltate. The blunt 
basal continuation standing out from the surface of the shoot serves as 
a hook for climbing, although not a very complete one. The formation of 
the leaves conforms in all essentials with what we have seen in Asparagus 
comorensis (Fig. 315). The branches of higher order do not form these 
hooks and climb ; they are dorsiventral shoots like those of Lycopodium 
complanatum L 


* See Part I, p, 103. 



420 


TRANSFORMED LEAVES 


B. Dicotyledones. 

Stylidium scandens. Stylidium scandens climbs by means of leaves 
with hook-like ends. 

Pereskia. Many species of Pereskia develop single thorn-leaves as 
hooks for climbing. 

Quisqualis indiea. The features of Ouisqualis indica have already 
been referred to^ Upon the long shoots the stalks of well-developed foliage- 
leaves, whose lamina has functioned as a leaf, are transformed into hooks 



FiO. Bignonia albo-latea. Portion of shoot. The two lower leaves are tcmate* the two upper have a trifid 
tendril instead of the end leailet. After A. Mann. 

which remain after the lamina has fallen, and thus offer an instructive 
example o{ seasonal change of function. 

Other Dicotyledones show a transition from formation of hooks to 
formation of tendrils : the lamina, which forms a curved hook, serves as an 
anchoring-organ, whilst the stalk is a tendril. 

Bignonia. Many Bignoniaceae have strong claw-hooks, for example 
Bignonia unguis. These are less developed in, for example Bignonia albo- 
lutea (Figs. 283, 284), where the history of development, as in Cobaea, 
shows that the hooks proceed from the lamina which is in a rudimentary 
condition visible on young tendrils (Fig. 284). 

C. Monocotyledones. 

Asparagus comorensis. The climbing-hooks of Asparagus comorensjs, 
formed from the under portion of the peltate leaves, have been described 2. 


* Set Part I, p. 9. 


* Set p. 334 * 
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Palms. The climbing-hooks of the leaves of many Palms are larger. 
In Chamaedorea desmoncoidcs the pinnules of the leaf are so bent back that 
they form with the rhachis a very obtuse angle upwards, and these leaves 
act as hooks. They are, however, still assimilation-organs. But m the 
leaves of Desmoncus (Fig- 285) the upper leaf-pinnules are transformed into 
hooks which are climbing-organs oitly. W'e can recognize that they have 
taken origin from leaf-pinnules by the transition-forms that occur. We 
have again an illustration here of the oft-recurring series of transformations 
which ends with complete change of function and earlier transformation. 

Calamus. The climbing-organs of species of Calamus, the well-known 
rotang palm, must not be confounded with the climbing- 
organs above mentioned. This palm, which has climb¬ 
ing-organs as much as ten meters long, is beset with 
claw-like, strongly silicified hooks, which are not formed 
by a transformation of leaf-pinnules but are highly de¬ 
veloped prickles such as occur in species of Rubus and 
el.sewhere. The long axis which bears these claws is 
either a transformed inflorescence or springs from the 
elongated rhachis of the leaf. 

Leaves as Tendrils. 

A. Dicotyledones. 

Only in relatively few cases do we find leaves 
combining the function of assimilation-organs and of 
tendrils without a change in their conformation, that is lio-luiea. Young tundril. 

^ . At the end of each branch 

to say, there arc parts of the leaf—the leaf-stalk of ©f «he tendril a rudimen. 
Solanum jasminoides, species of Tropaeolum, Maurandia, J^*n.^li^hUy maBnified, 
the leaf-spindle of species of Clematis—which are sensi¬ 
tive to contact, and in consequence of this are able to twine round a support. 
We usually find that a division of labour occurs here, and that one part of 
the leaf—in compound leaves the leaflets—only is constructed as a tendril, 
whilst its original function has entirely disappeared. There are not wanting 
examples where we can observe this process developing in a single plant. 

Corydalis claviculata. Of special interest in this respect is Corydalis 
claviculata, which has been described by Darwin and in which we observe 
a gradual transformation of the leaf into a tendril. In the juvenile condi¬ 
tion the plant bears ordinary leaves, and all the leaflets of the bipinnate 
leaf are also formed as leaves. In the following leaves the upper part of the 
leaf, or leaf-spindle, becomes thinner and longer than the lower part, and 
the pinnules of the leaflets which sit on this portion which is elongated 
like a tendril become reduced in size, often so far as to be no longer 

‘ Darwin, The MovemenU and HabiU of Climbing Plants, 5th thousand, London, 1891, p. is,. 
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visible, and we thus have all stages between them and normal leaves Not 
infrequently on all the terminal leaflets of the leaf every trace of pinnule 
disappears, and leaflets appear then as complete tendrils. 

Adlumia cirrhosa. We find the 
same thing in Adlumia cirrhosa. In it 
the leaf is constructed as a tendril only 
in its upper part; below it is not sensitive 
to contact. In the tendril-portion of the 
leaf the lamina of the leaflets is greatly 
reduced although it is still visible. It 
is the s/aik of the leaflets which serves as 
the climbing-organ. 

Cobaea scandens. What is visible 
in these plants to the naked eye may 
be seen in others if we follow the 
developmental history as it was first 
traced in Cobaea scandens *. The efiec- 
tive tendrils of this plant arc formed 
out of the end-portion of the pinnate 
leaves. The tendril-branches are at 
their end provided with small curved 
claws, by means of which the shoot of 
Cobaea is able to climb for great dis¬ 
tances over tree-stems, rocks, and like 
objects. The history of development (see 
Figs. 286, 287) shows that these claws, 
which are very small, are vestiges of 
reduced or transformed laminae of leaf¬ 
lets, and the tendrils are the leaf-stalks. 
The development of the arms of the 
tendrils entirely conforms to that of 
the leaflets in the earliest stages, only 
in the formation of the tendrils in the 
upper part of the leaf a richer branch¬ 
ing sets in, and the laminar primordia of 
the leaflets is arrested very early. The 

Fig. 385- Desmoncassp. ^af. Transiiion same thine is Seen in specics of Bigiioiiia 
of Icaf'pinnulcs into hooks. Much rcouccd. & ^ 

(Figs. 283, 284) and of Eccremocarpus. 
The tendrils do not, however, in all cases proceed from leaf-stalks 
or the stalks of leaflets. They may be formed by the early elongation of 


» Sec Goebel, Verglcichende Entwicklungsgeschichte der Pflanzenorgane, in Schenk’s Handbuch 
der Botanik, iii (1884), p. 431J A. Mann, Was bedeutet ‘ Metamorphose ’ in der Botanik? Inaug. 

Dissertation, Miiochen, 1694. 
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the primordium of the whole leaf, or of a portion of a leaf, and then the 
inception of a blade may no longer be visible. This is what takes place, so 
far as my investigations extend, in the Leguminosae, Cucurbitaceac. and 
Tropacolum tricolorum h In the Leguminosae, as in other cases, it is the 
end of the leaf which is transformed into the tendril ■, and in Pisum the prim¬ 
ordium of a tendril may be caused to develop partially as a foliage-leaf 
(Fig. by separation of all other leaves and leaflets of the plant, and 

this is in correspondence with what has been said above* in regard to the 
behaviour of kataphylls. 


Cucurbitaceae. The for¬ 
mation of tendrils in the Cucur¬ 
bitaceac demands special de¬ 
scription, as it has been for long 
a matter of dispute. It would 
be of no interest to discuss the 
literature of the subject, espe¬ 
cially as, according to my view, 
the questions at issue arc now 
settled We find in the Cu- 
curbitaccae both simple and 
branched tendrils. The simple 
tendrils arc the transformed 
prophylls of axillary shoots. 
For a long time these were 
not recognized as such, because 
there usually appears beside 
each axillary shoot only one 
tendril, and the prophylls in 
Dicotyledones are normally 



Fig. Cobaea scandens. 

Young leaf. The upper part, H, U 
being formed as a tendril, a, b. r, 
leaf-pinnuh s; .r, primordium of 
lowermost branch of tendril. MagoU 
Bed. After A. Mann. 



Fig. i8;. Cobaea 
scandens. Young ten* 
dril formed from upper 
part of leaf. Branches 
of tendril are laid down 
like Iciit•pinnules. The 
stalksoftne leaf-pmnuleu^ 
which are hardly visible 
in the figure, elongate 
into arm^ of (he (eodril. 
Magnilird less than Fig. 
^80. After A. Mann. 


paired right and left of the axillary shoot. But we find the pair 
of prophylls, not infrequently, in the seedling-plant of the Cucurbitaceae, 
especially in Benincasa ccrifera, where they arc also visible in older plants ; 
in other Cucurbitaceac® they seem to be confined to the seedling-plant, for 
example in Coccinia indica. where, however, they are retained for a some¬ 
what long period, and where there are, as also in Momordica balsamina, 
transitions between the prophylls and the tendrils. The seedling-plants 
m one and the same species may show some variation ; sometimes they 
have prophylls, sometimes there are none. 


' See Pan I, p. 163. -- ’ See Part I > 16’ 

• 1 have found, not infrequently, two prophylls on the seedling-plants of Cyclunthcra. 
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Benmcasa cerifera. If one follows the development of the embryo of Benin- 
casa, one sees on the first axillary shoots one or two, on subsequent ones always two, 
prophylls of which one is transformed into a tendril which is at first rudimentary ’• 
occasionally this transformation does not take place. There may be observed some' 
times’ m the juvenile stages of these tendrils a trace of (he prUnordium of a leaf 
hnmia, but, through the stretching in the formation of the tendril, this is no longer 
visible upon the mature tendril. The other prophyll is seldom developed into a 
form like the foliage-leaves (Fig. 288, t), it mostly remains unsegmented (although 
traces of segmentation may be proved in the history of development), is scaphoid 



Fig* 28X. Benincasa cerifera. 1*4, prophylls. 5, prophyll showing iransition (o a tendril. 6, portion of an 
aaillant leaf, X-By with two-armed tendril. All magnified. After A. Mann. 

(Fig. 288, 4), deep green, and occasionally has an axillary shoot. Branched 
tendrils appear at a later period. They may arise in a similar way to those that 
will be presently described in Cucurbita*. 

Cucumis sativa. I shall take next the case of Cucumis sativa. In the axil 
of a leaf we find a flower, beside it a vegetative shoot, and beside this a tendril. 
As the history of development shows, the flower is an axillary shoot of the foliage- 
leaf, and it bears only one prophyll which is transformed into the tendril. This 
position is determined by the fact that generally the anodic side of the leaf, that 
is to say, the side which is turned to the vegetative point, if one imagines the leaves 
disposed in a spiral is furthered. 


' This, as I formerly showed, can be often seen in the Cocurbitaceac* 

* Occasionally one tendril-arm takes the form of a foliage-leaf or a flower is formed upon the 
tendril In that case the vegeUtive point of the axillary shoot usually is entirely used up in the 
formation of the second tendril-arm (see Fig. aor, HI), which develops into flower. 

» This assumes that the leaves are not inserted quite ttansversely but have the anodic margin 

inserted somewliat higher. The axillary shoot is not quite median. 
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Pilogyne suavis. In Pilogyne suavis we find that upon the kathodk side 
of the leaf-axil a tendril also arises which, however, is smaller than that upon the 
anodic side (see Fig. 290); evidently one axillary tendril is sufficient for climbing, 
and the plant raises itself up on its support like a gymnast who, freely suspended, 
climbs up a ladder using alternately the right and the left arm—just as in the 
shoot-tendrils of Ampelopsis the tendril-arms are placed alternately right and left. 

We must assume that in other Cucurbitaceae the tendrils are transformed 
leaves—that the siwp/e tendrils are the prophylls of axillary shoots of which only 
one prophyll is commonly developed, the other is wanting, but the branched tendrils 
are shoots which bear leaves 
transformed into tendrils. 

The reasons for this expla¬ 
nation are developmental 
and as follows :— 

(<f) We see that the 
tendrils belong to the axil¬ 
lary shoot beside which they 
stand. 

(b\ In the seedlings we 
can follow frequently the 
appearance of the prophylls, 
and in Benincasa a prophyll 
is often present beside the 
tendril in the mature plant. 

(c) The developmental history of the individual tendril shows in many cases 
clearly the direct transformation of the primordiuni of the foliage-leaf into a tendril: 
the leaf-lamina is still laid down but only in a rudimentary condition; it does not 
develop in breadth ; the whole tendril grows markedly in length because there 
is often an embryonal apical growth which lasts much longer than it does in 
the foliage-leaves. 

Muller’s Investigations. This explanation of the tendril of the Cucurbita¬ 
ceae does not quite agree with that which has been recently given by 0 . Muller' 
as the result of his anatomical investigations. According to him in some Cucurbi¬ 
taceae which bear both simple and branched tendrils, for example Cyclanthera 
pedata, C. explodens, 1 hladiantha, as well as in some which have simple tendrils 
only, for example species of Bryonia, Coccinia, and Momordica, the non-sensitive 
base of the tendril is a shoot-axis, the upper portion is a ‘ leaf-spindle* ’; whilst 

m Cucumis the lower part of the tendril also has the structure of a leaf-spindlc. 
Upon this I may remark:— 

I. Anatomical relationship alone can never solve a morphological problem. 



Fig. iSa PUum wiv-um. A, B, C» D, E, F, G, artificlftl foliaiioa of 
the tenUrils. In G the stipules are shown. After A. Mann. 


V f iS'-f f Cucurbitac«n, in Cohn's Beithige 3ur Biologie, 

Eichler considered the cucurbitaceous tendnl to be a transformed stipnle ^ 
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There are shoots like, for example, the phylloclades of Asparagus medeoloides 

which have entirely the structure of leaves, and there are leaves which have quite 
the structure of shoot-axes. ^ 

2. In many of the plants mentioned, for example Momordica balsamina there 
are undoubtedly transitions between prophylls and tendrils. 

3. It is indeed conceivable that in the formation of tendrils ‘terminal leaves’ 
may arise, that is to say the vegetative point of a shoot may be used for the 
formation of a tendril, and as a matter of fact such a condition appears to occur 



in the formation of the branched tendrils of Benincasa cerifera. But this process 
can only be determined for certain upon a basis of careful developmental and 
comparative investigation, which is indeed less easy than the popular riband- 
sectioning anatomy. 

An experimental ‘ foliation ’ of the tendrils of the Cucurbitaceae has not yet 
been achieved. 

Cucurbita. We find spirally branched tendrils in Cucurbita. Here we have 
to do with an axillary shoot of the simple tendril, which itself is concrescent 
with its axillary shoot, and this axillary shoot brings forth a number of leaves 
which are developed as tendrils. 
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The tendrils of the garden cucumber consist of a stalk and a series of arms 
radiating from its apex. We may call them compound tendrils. The arms are 
really arranged in a spiral upon the stalk, and not infrequently this spiral position 
is exposed by the elongation of the internodes of the stalk, and one finds then 
single tendrils at the base of the stalk. In the seedling the elongation of the 
stalk from which the tendrils spring is suppressed at first, and it is clear that 
the stalk is of advantage in order to raise up the tendrils as far as possible 
and thus facilitate their getting hold of the support. Each tendril-arm is a trans¬ 
formed leaf, but the stalk which bears the tendrils is a shoot-axis. On the 
compound tendrils which I have studied, each tendril-arm has an axillary bud 
which not infrequently develops into flower, and in individual cases the stalk 
of the compound tendril 


becamcashoot on which 
the tendrils in its upper 
part passed into leaves 
—often in such a way 
that only one-half of 
the leaf-lamina was de¬ 
veloped, whilst the other 
part was wanting and 
the middle portion of the 
leaf was elongated be¬ 
yond the leaf-surface in 
the form of a small ten¬ 
dril. Usually, however, 
the vegetative point of 
the shoot-axis, on which 



the tendrils are inserted, 
is arrested after their 
inception and they grow 


raafocarpa. I portion ofo shoot with axillary tendrils, 
The axillant leaves have fallen off. 11, poriion of shool of a sccJudi! ojam 
shoA jnf* a lendtil anti a bud in ihc axil of the leaf. I. reduced. K P * 


out apparently radiating from one point. That the stalk of the tendrils together 
with the tendrils is not to be considered as a single leaf is clear. We do not 
know of spirally arranged shoots upon a leaf, and besides the construction of 
the perfect tendril, as we know it In the cases described above, shows that it 
has nothing to do with such a configuration. 

Zanonieao. The relationships in the Zanonieae are not at all clear. In 
me year 1885 I concluded, from investigations previously made in Java, that 
dichotomously branched tendrils occur here and that the two arms become 
anchoring-disks (Hg. 291, I), whilst the lower part becomes coiled subsequently 
Un the seedling the primary leaves are reduced to small scales. In the axil of 

wim .1 there is found, at least at first, a resting-bud 

with two prophylls. Further up a two-armed tendril occurs in each Icaf-axi^nd 
us arms swell out wi.hou, any stimulus of conutc. into anchoring-disks hS 
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Teratological phenomena. Teratological phenomena, which are not in- 
frequent, especially in cultivated Cucurbitaceae, must be interpreted with care. 
Darwin mentions a case from Holland in which one of the short prickles of 
the fruit had apparently grown out into a tendril. In reality a tendril was here 
concrescent with the fruit. 


B. Moxocotyledones. 

In Monocotyledones tendrils are rare. 

Smilax. The tendrils of Smilax have been already mentioned ^ 

Gloriosa and Littonia. In Gloriosa and Littonia the narrow apex of 
the simple leaf acts as a tendril ■. It is laid down at a very early period, 
and one might consider it as a transformed forerunner-tip. As for the con¬ 
jecture which has been advanced that the leaf-lamina here is transformed 
into a tendril, and the leaf-base which gradually passes into the tendril is 
grown out in the same way as has that in Nepenthes, there is neither 
evidence in the history of the germination, nor, so far as I know, any other 
ground whatever for it. 

The Factors Causing Transformation into Tendrils. The 
manner in which the transformation into tendrils of leaves or parts of leaves 
takes place is evident from what I have said. What we want to know now 
is what factors come into consideration in the formation of tendrils and cause 
a strong transformation of the leaves. That the leaf-surface should be 
the more reduced the longer the tendril, is quite clear, as is also the advan¬ 
tage which accrues from the elongated form in the way of facilitating the 
tendril to find a support; for it gives a wider surface of grasping and a longer 
sensitive area. In tendrils which are formed out of the stalk of a leaf in 
process of arrest, one might refer back the abortion of the lamina to corre¬ 
lation, but that there is little probability in this we have seen, for the whole 
Icaf-primordium can stretch into a tendril. Perhaps one of the influential 
factors to be considered in formation of tendrils is this, that in leaves, 
which were in the first instance sensitive to contact-stimuli but were not 
transformed even by their employment as climbing-organs, destruction of 
their other capacities, assimilation and the like, took place, and this 
resulted in a reduction in the formation of the lamina, and the consequent 
elongation of the leaf-parts into a tendril. 

7. LEAVES AS THORNS. 

The transformation of leaves into thorns may take place in different 
ways and in different degrees. 

Astragalus. One instance in which it takes place relatively late has 


* The leaf thus resembles the primary leaf of Lathyrus Clymenum (Part I, Fig. 99. //)• 
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been already mentioned in the case of some Leguminosae *. Species of 
Astragalus, for example A. horridus, A. Tragacantha, and others, and of 
Carragana. which live in dry localities, have pinnate leaves. The pinnules, 
which possess bilateral construction and have usually a profile position in 
nature, fall away, but the Icaf-spindle remains behind and becomes a thorn. 

Cicer subaphyllum. In Cicer siibaphyllum, another leguminous plant, 
the leaf-spindle runs out into a hooked thorn, and the pinnules are also 
transformed into thorns 

Simple undivided leaves may also be transformed into branched thorns 
in another way; — 

Berberis. Thus in Berberis the leaves of the long shoots are thorns. 
Transition-stages, which are known, show that the leaf-lamina becomes 
gradu.illy more deeply cut at the edge as it diminishes in breadth, whilst 
several of the marginal teeth, which arc fewer in number than appear in the 
foliage-leaves, develop considerably, and instead of the assimilation-paren¬ 
chyma there is a dominance of sclercnchyma. The earlier in the develop¬ 
mental stages the formatioti of the thorn sets in, the more is the assimilating 
tissue reduced, and the more docs the sclercnchyma predominate. 

Cactacoae. The transformation of leaves into thorns is seen in greater 
degree in many cacti whose thorns ^ have a varj ing * morphological value.’ 
The thorns arc here usually arranged in tufts on very short shoots. The 
view, which I have expressed elsewhere^, that the thorns arc transformed 
leaves, has been confirmed by the investigations of Ganong ^ We must 
restrict our attention here to an exposition of the formation of the thorns in 
some of the Opuntie.ac. In Opuntia arborescens, for example, the arr.ingc- 
ment of the thorns is peculiar, as they arc all on the outer side of the 
vegetative point from which they shoot out, and therefore arc disposed 
dorsivcntrally. The foliar nature of the thorns is evident because one finds 
all transitions between thorns and leaves, and they can even be artificially 
produced. When a vegetative point of Opuntia ceases to produce thorns 
and begins to produce leaves, the transition is not a sudden one but gradual. 
After the last thorn there comes a structure which is leaf-like at the base, 
and then after that there is one which Is more like a leaf. In the next 
there appears a trace of a vascular bundle and of an axillary shoot, and then 
comes a structure in which only the apex is thorn-like, and which possesses 

' See I’ait I, p. 9; also Goebel, Bcitragc zur Morpliologie und Physiologic dcs Bl.-ittes, in 
Botanische Zcitung» xxxviii (iSSo). 

^ See the figure given by keinke» Untcrsuchungen iibcr (He Assimilationsorgane der Leguminoscein 
in Pringsheim's Jahrbiicher, xxx (1S97), p. 53S, 

^ Stout spioose structures which are the result of the transformation of shoots or leaves are (ht}rns 
i^oXfrickUs, which arc ‘ emergences/ 

* See Goebel» Pdanzenbiologischc Schildcrungcn, i (18S9), p. 36. 

* W, F. Ganong* Beilrage zur Keontniss der Morphologic und Biologic der Cakleen, iu Flora, 
Ixxix (Ergaozungsband zum Jahrgang 1894), p. 49, where the older literatore is cited. 
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a well-developed axillary bud. Finally there follows a typical leaf This 
development can be artificially induced if one causes the vegetative point of 
the short shoot, which produces thorns, to shoot out by cutting off the chief 
shoot. That the base of the incompletely transformed thorn retains its 
leaf-character is easily explained by the basipetal development of the leaf. 
The tissue in this region is embryonal, whilst at the apex it is already 
converted into a thorn. With regard to the function of the thorns there 
can be no doubt that they are protections against animals. I do not mean 
by that that the thorns have been produced by natural selection, they may 
have been induced by the dryness of the locality. Animals and men avoid 
most carefully an opuntia-bush because the small thorns especially are 
extremely irritating—they are beset with recurved hooks, and break off 
very easily because the tissue at the base is, with the exception of the 
fragile epidermis, disorganized. 

Citrus. The thorns of Citrus and other genera of Aurantieae are also 
leaf-thorns. Owing to their position they were formerly considered as 
branch-thorns. They are found more or less accurately in the axil of the 
foliage-leaves, either singly or in pairs, and beside or between them lies 
a bud sometimes latent, sometimes active. In reality the bud is the axillary 
shoot, and its first leaf, or first pair of leaves, becomes thorny ^ 


8 . LEAVES AS NECTARIES. 

The petals or stamens are transformed into nectaries in many flowers, 
for instance in the Ranunculaceae-. The transformation in the vegetative 
region of stipules into nectaries has been mentioned®. 

Cactaceae. The transformation of the whole primordium of a leaf into 
a nectary is as yet only known in the case of the Cactaceae. In a number 
of species of Opuntia^^n which all transitions from thorns to nectaries 
occur, the nectaries are distinguished from the thorns, apart from their secre¬ 
tion, by their thickness and the possession of a vascular bundle. The same 
may be observed in some Mammillarieae. One would not consider the 
turbinate structure which secretes honey in the axil of the mammilla of 
Mammillaria macrothele and other species as a transformed leaf if the com¬ 
parative history of development did not show that it was of this nature. 


' See Urban. Uber die moqihologischc Bedeutung der Stacheln bei den Aurantieen, in Bencbte 

der deutschen botanischen Gescllschaftp i (1883), p. 3^3* 

3 Sqc P e jo ^ See p. 38 i« 

‘ See Ganong, Beitriige zur Kenntniss der Morphologic und Biologic der Cakteen, in Flora, Ixxix 

(Erganzungsband zuin Jahrgang 1894), p. 56. 
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B. BRANCHING OF THE SHOOT 


The shoot develops out of the bud in which the internodes are still short 
and the leaves closely pressed together. Here, under the protection of 
the older parts, arc the primordia of the 


new organs upon the vegetative point, 
in the first place those of the leaves, and 
next those of the lateral shoots. The 
formation of lateral shoots at the apex of 
the stem is suppressed entirely in only a 
few plants. Wc find this amongst the 
Pteridophyta in Ceratoptcris, where an 
abundant formation of leaf-borne buds 
replaces them ; in Ophioglossum, where 
there is a profuse formation of root- 
buds : in Isoetes, where leaf-borne buds 
appear exceptionally (Fig. 292) *; and 
in the Marattiaceae with tuberous stem. 
In many forms which are commonly 
unbranched the capacity for branching 
remains ‘ latent,’ probably because the 
primordia of lateral shoots arc present, 
but commonly are undeveloped. This 
is the case in tree-ferns. I saw Dicksonia 
antarctica frequently in Australia with 
many ‘ heads, and the development of 
these was probably caused by damage 
done to the chief axis. Also in palms, 
which except in the inflorescences do not 
produce,asa rule, lateral shoots, vegetative 
branching sometimes, althougli perhaps 
rarely, appears. Such branching is en¬ 
tirely excluded in Welwitschia mirabilis. 



no. ac>3. j$oeies ucusins. Lower portion of 
a leaf in longitudinal section, Beneath the reduced 
megasporangium. A/a. a shoot, develops a« 
a lear^bome »hoot. UagniHed. 


Axillary Branching AND Exceptions. The method of the branch- 

ng m the Pteridoph^a and Spermophyta varies with the space-relationships 

to sav iTf' I L " irW/iV is the rule, th.at is 

to say, a lateral shoot arises out of the a.xil of a subtending leaf. This is 

howeter, not without exception. In the Pteridophyta , as in the Musd, this 

' Sprosubildune suf IsoMei-Blalw™, i„ Bvtoisch, Zsilwe, xr.vii (.879). 
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relationship does not exist. In the Lycopodineae, for example, we have all 
transitions, from a dichotomous division of the shoot-apex to the formation 
of lateral shoots which are laid down indeed near the apex but are smaller 
than the shoot-apex of the chief axis. The primordia of the twigs do not 
however, stand in the axil of the primordium of a leaf; as they far e.xceed 
these in size each twig-primordium stands over a great number of the leaf- 
primordiah The lateral shoots in Equisetum too do not spring out of the 
axil of the leaves, but they alternate with the teeth of tlie leaf-sheath. With 
regard to the branching of the ferns nothing more can be said here. In the 
Spermophyta it is specially dorsiventral shoots which show a divergence in 
position of the lateral buds Formal morphology has made many efforts 
to refer back the branching of the Spermophyta to one definite scheme. 
Pringsheim 3 , for example, as the result of insufficient observations, made out 
the branching to be a division of the vegetative point of the shoot. Hofmeister"* 
believed that the lateral shoots always stood higher on the vegetative point 
than the youngest leaves. Nageli^ distinguished between ‘acrogenous’ 
and ‘ phyllogenous ’ (axillary) branching, and ascribed the latter to the 
Equisetaceae and the Spermophyta. There is really no such scheme as 
any one of these. The branching is indeed usually axillary but the 
relationship between leaf and axillary shoot is not the same everywhere. 

Time-relationship in Development of Axillary Shoot and 
Axillant Leaf. Let us first of all consider the relationships in time. 
We may, so far as I can see, say generally, as was said in the case of the 
development of the leaf, that the organs ickick arc earliest unfolded are also 
earliest laid down. Thus the leaf arises in the vegetative region usually 
much earlier than its axillary bud The winter-buds of Syringa, for 
example, consist of the leaves laid down in the preceding year, and the 
axillary buds of these leaves are only laid down in their axils as the bud 
unfolds', above the leaves in whose axil the first primordium of a bud is 
visible one finds three to four pairs of leaves without buds. The leaves 
then are laid down in one vegetative period, the axillary shoots are laid 
down in the next The axillary shoots proceed from groups of cells of the 
axis of the shoot immediately above the insertion of a leaf, and these groups 
derived from the embryonal tissue of the vegetative point have retained theii 
embryonal character, but only at a late period, are stimulated to a new 

' As is shown by an examination of Lycopodium clavatum. * See Part L P' 9 ®' 

> Pringsheim, Uber die Bildungsvorgange am Vcgelationskegel von Utricularia vulgaris, in .Monats- 

beriebte dcr Berliner Akaclemie, 1869. 

* Hofmeister, Allgemeine Morphologic der Gewachse, Leipzig, 1868, p. 408. 

* Nageli, Theorie dcr Abstammungslehre, p. 478. 

* See Warming, Forgreningsforhold hos Fanerogamerne, in Kongelige danske Videnskabernes 
Selskabs Skrifter. Raikke 5. x (1873-; Koch, Die vegetative Verzweigung der hohern Gewachse, 
Pringsheim’s Jahrbucher, xxv (1893). The older literature will be found in these works. 

’ In other trees, for instance Fagus, axillary buds are already laid down m the winter-hua. 
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formation, into which also lower and already more differentiated cells 
can be brought. We see the same thing in other cases amongst trees 
and shrubs and in the seedlings of herbs where, if one may so say, the plant 
at first produces the necessary leaf-apparatus whose formation is later on 
lessened. Where, as in long shoots of Rerberis, the lateral shoots, which 
arc leafy short shoots, arc unfolded rapidlj-, they also appear very near the 
apex. This also holds for many water-plants. 

In the inflorescence also of many plants, for example Amorpha and Salix, 
the leaves nearest to the vegetative point have still no axillary bud, but it 
is more common to find in the flower-region the axillary buds developing 
so early that they are the lateral outgrowths of the axis nearest to 
the vegetative point and there are no primordia of leaves above tlicm, 
and this independently of whether the axillary bud arises immediately 
after its subtending leaf as in Plantago. Orchis, and Epipactis, or at 
the same time with it as in the Gramineac, Cytisus Laburnum, Trifolium, 
Orchis mascula and Plantago, or before it as in Brassica oleracea var. botrytis 
and other Cruciferae. Umbellifcrae. Lastly it may happen that lateral buds 
are developed without any trace whatever of a subtending leaf and this 
takes place in many Cruciferae. Compositac like Inula. Gramineac like 
Sccale ccreale in the upper part of its inflorescence. There is then in the 
flower-region a hastening in the formation of the lateral shoots which is 
often associated with a reduction in the development of the subtending 
leaves and which may go so far that these may disappear altogether. This 
reduction in some cases, as in the Gramineac, may be followed from below 
upwards upon one and the same inflorescence. The bracts of the twigs 
of the inflorescence arc most developed in this familj’ in the lower part of 
the inflorescence, where however thej' have but the form of short sheath-like 
primordial leaves or of cushions, whilst in the upper part they are only 
visible at the very fir^t inception of the lateral twigs and do not reach any 
further development or as in the caseof Secale cercaleare Avanting altogether. 
We find the same in Sisymbrium where the formation of the bract is still 
visible at the base of the inflorescence, but further up there is no trace of 
one. Similarly the outer flowers in the umbel of many Umbclliferae have 
bracts but the inner ones have none. In these, as in other cases, protection 
of the flower-bud is attained in other ways, in the Umbclliferae for instance 
by the concentrated position of the floweis and their envelopment by leaf- 
sheaths k The lateral shoots, to which bracts fail, have the same origin as if 
these were present. They do not arise, as was at one time in a measure 
supposed, by division of the vegetative point of the chief axis. This only 
happens in flowering plants occasionally •. 

Accessory shoOts. That the lateral shoots are products of the shoots 


* See Part I, p. 59. 


• Sec below, p. 435, for the case of Viiis, 
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axis and become displaced subsequently more upon the leaf-base can be 
clearly seen m the examples just mentioned, especially also in those cases in 
u-liich out of one leaf-axil many shoots arise. This may either result f.om 
rile early branching of an axillary bud or from the development of many 
independent shoots out of the embryonal tissue of the shoot-axis. In the 
leaf-axils of Aristolochia Clematitis we find a number of flowers arranged in 
two zigzag rows. The oldest is furthest from the leaf-axil. In Aristofochia 
Sipho and Menispermum canadense. above the cotyledons of Juglans regia 
and in other cases, such lateral buds stand in a simple row above the axil' 
The history of development ^ of Aristolochia Sipho and A. Clematitis as well 
as of :\rcnispermum canadense shows that the buds in these rows arise 
independently one from another out of the stem-tissue. ‘ The fact is simply 
this, that in a leaf-axil where otherwise one shoot occurs the tissue of the 
vegetative point of the stem remains long in the condition of a vegetative 
point and forms a number of buds in progressive serial succession.’ These 
shoots then spring out of a tissue-cushion formed by the intercalary vegetative 
point of the stem above the leaf-base. Putting on one side the case of 
Aristolochia Clematitis—in which the upper of these serial buds form flowers 
whilst the under form leaf-shoots—it maybe noted that most of these buds 
usually do not unfold; it is only the uppermost one which develops, 
whilst the others become resting-buds and only develop if the chief bud is 
injured. In Juglans regia, for example, there may be above the axil of the 
cotyledons as many as eight primordia of shoots and of these the uppermost 
is the strongest. Notone of all these primordia usually grows out but they 
gradually dry up and after some years, when the axis has become thicker and 
the outermost layer of the rind has died off and split, there is visible no trace 
whatever of them. But if in the course of the first or second year of the 
existence of the plant the end-shoot is destroyed then one or more of these 
primordia begin to grow. Gymnocladus canadensis behaves in a like 
manner. In Glcditschia sinensis the primordia of the shoots which occur in 
numbers in a row in the leaf-axils behave in such a way that the uppermost 
develops into a thorn, the next into a foliage-shoot, and those lower down 
either into foliage-leaf-buds or if they first shoot out on older portions of 
the stem they become thorns Many attempts have been made to refer 
these cases to a repeated branching of one axillary shoot and sharp limits 
between the two interpretations can scarcely be drawn. If one supposes 
that the tissue of the first axillary shoot has with its inner (upper) side 

• Goebel, tlber die Verzwcigung dorsiventraler Sprosse, in Arbeiten des botanischen Instituts in 
Wurzburg, ii (i88j), p. 591. Koch, Die vegetative Verzwcigung der hohern Gewiichse, in Prings- 
heim^s Jahrbiichcr, xxv (1893), came to the same results. 

* Sec A. Hansen^ Verglcichendc Uniersuchungcn iiber Advcntivbildungen bei Pflanzen, in Abhan 
lungen dcr Senckenbergischen naturforschenden Gcsellschaft, xii (1881), p. 169. 

' See Russell, Recherches sur les bourgeons multiples, in Annales des sciences naturelUs, sir. 7 » 

XV (189a). 
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united with the tissue of the chief axis and produces upon its embryonal 
outer side a series of shoots, this construction would give in a certain measure 

the scheme of the axillary branching. 

SnooT-TENDKiLS OF Amtelideae. The shoot-tendrils of the 
Ampelideae have given rise to much discussion. They stand laterally on 
the primary axis without a subtending leaf in their developed condition. 
Phyletically these tendrils arc derived from terminal inflorescences. 
They are pushed to the side by the formation of vegetative lateral shoots 
and the whole construction is then sympodial *. The history of development 
(see Fig. 293) has been examined by many observers and shows that the 
tendrils are not, as one would expect according to the theory just stated, 
formed as the evident continuation of the internode immediately below them 



Fjc. 293. At Vitis vulpine('odoratissima*). B, Vitis cinerea. Ky tendrils; bt caves. After A. Mann. 


and then only gradually pushed to the side by the stronger growth of their 
uppermost axillary shoot, but that they either from the first have the leaf- 
opposed position of the mature condition - or, that they proceed from the 
apex of the axis itself through its unequal division, and in this way the other 
portion of the vine is formed There occurs in the plant a rapid continua¬ 
tion of the vegetative skeleton which finds its e.\pres.sion in the beliaviour of 
the vegetative point; whether we speak of a sympodium or a monopodium 
depends entirely upon what one chooses to express by these terms'*. 

Foliar origin of Shoots. The axillary shoot is,as has been said®, 
the product of the shoot-axis in many cases and becomes displaced upon the 
base of the leaf. Koch is inclined to take this as the general rule but this 

* As this explanation is found in all textbooks I need not dwell upon it further. 

As Nageli, Sebwendener, and Warmirtg have shown in Ampelopsis. 

’ As Prillieux and Warming have shown in Vitis vulpina. 

^ According as one gives preference to the pbyletic (comparative) or tbe developmental stand¬ 
point. The assumption that a braneb system originally laid down as a sympodium may become 
mon^podial is probable in more than one case—fern-leaf, inflorescence of Boragineae, Hyoscyamus. 
The biological significance of these phenomena has been discussed above, see p. 316 

* See p. 43r. 
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appears to me to be a by no means well-founded generalization. There is no 
good reason why the primordia of shoots should not arise upon the leaf base. 
We see them in this position in many ferns and in Isoetes (Fig. 292). In 
Bryophyllum calycinum also and other plants they occur even upon the 
leaf-surface and there they always develop out of sHll embryoital leaf-tissue. 
Formation of adventitious shoots upon cut mature leaves is an extremely 
common phenomenon. As has been already stated a sharp limit between 
leaf-base and shoot-axis does not really occur. There is at any rate in many 
cases an intimate connexion between subtending leaf and axillary shoot 
which finds expression especially in this, that the axillary shoot ‘grows up 
upon ’ its subtending leaf—that is to say, the common base of the two is 
elongated. We find this in many Cactaceae ^ especially in Mammillarieae. 

Fleshy outgrowths appear in these plants 
upon the shoot-axis and bear at their apex 
a tuft of thorns and in their axils there 
are frequently flowers. These fleshy out¬ 
growths were formerly regarded as leaves; 
but the mammilla consists of two parts*; 
first the lower strong-grown part ofthe leaf 
which may be called the ‘ leaf-cushion ’; 
second the axillary shoot which is united 
throughout its length with the upper part 
of the leaf-cushion. The vegetative point 
of the axillary shoot frequently divides 
into two parts which are later separated by 
permanent tissue—an upper part which 
only brings forth leaf-thorns, and an under 
part which becomes a flower or a vegetative 
axillary shoot. In many Mammillarieae 
the flowers arise also upon the apex ofthe 
mammillae and then we have quite similar relationships to those in other 
plants where the flovjers or injiorcscences arc Icaf-boriie. We must not 
confuse with these the cases where the flowers are falsely described as 
leaf-borne, as for example in species of Limnanthemum ^ or in the case of 
phylloclades^. 

EpipiiyLLOUS INFLORE.SCENCE. We find the inflorescence of some 
Dicotyledones on the leaves = for example in Helwingia japonica, Dulongia 

> See Goebel, Pflanzenbiologische Schilderungcn, i (1889), p. 79; Ganong, licitriige zur Kenotniw 
derMorphologic und Biologicder Caktcen.in flora, lxxix(Erganzungsbatid2uinJahrgang 1S94,, p.48. 

^ See Gocbelf op. cit. i j • 

* See Goebel, Mon)hologische nnd biologische Studicn : VI. Limnanthemum, in Annales du jardin 

botanique de Buitenzorg, u (i89i)« 

^ s 

* Sec C. Ve^Candolle, Recherches sur Ics inflorescences ^piphylles, in Mimoircs de la Socidtd de 



Fig. 294. Nfammiltaria. Dta^ammaifc repre* 
sentationof a vegetative point with forked mam- 
mitlae in longitudinal VP vegetative 

point, the youn^ mammlUa to the right coni^ists 
of leaf, By and its ai illary shoot. K grown up upon 
it. The vegetative point of the axillary shoot 
will divide as the mammilla to the left shows 
into an upper, V \ and a lower, V\ separated by 
pr*rmanent tissue, F. B. Sysf^ leaf-bund Ics; 
P. Sys/, axillary shoot-bundles; iS. Sysf, main 
shoot bundles. After Ganong. 
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acuminata (Phyllonoma). species of Chailletia. Stephanodium peru- 
vianum, Polycardia phyllanthoides. Begonia sinuata, B. prolifera, and 
others. In the most of these instances we might have to deal with 
a 'displacement ’ of the bud frovi the leaf-axil and a ‘concrescence’ of it 
with the leaf, taking place in exactly the same way as was described in the 
case of the Cactaccae and of Spathiphyllum platyspathak Such a con¬ 


crescence occurs in Helwingia ruscifoHa, 
where the inflorescence is laid down 
in the leaf-axil. But in other cases the 
axillary bud may from the first be produced 
rather upon the surface of the subtending 
leaf near its base. We find this in Du- 
longia which is shown in Fig. 29.3. The 
inflorescence arises here upon the up|)er 
side of the leaf below its ‘ forerunner tip ’ 
which differs from that of the other leaves. 
There is no reason for regarding the leaf 
as a loaf-like twig: it has stipules at its 
base: it had in the few cases I examined 
an axillary bud just like the mammilla of 
the Mammillaricac; and it has also the 
usual origin of a leaf. That the primor- 
dium of the inflorescence appears first of 
all near the base of the leaf corresponds 
to the intercalary growth of the leaf; 
the anatomical character of the ‘sterile’ 
leaves examined by C. dc Candolle docs 
not differ essentially from that of the 
‘ fertile ’ leaves, and this may be so be¬ 
cause the conducting system of the midrib 
of the leaf is sufficient for the care of the 
small-flowered inflorescence, from which 
only one or two fruits arise, so far as her¬ 
barium-specimens enable me to judge. 
Whether the peculiar phenomenon of cpi- 
phyllous inflorescences stands in relation- 



FjG.a95. Dulonjpaacuminnia, H B K. I, leaf 
wiih inllorescence. It, youn}* seen from ihe 
siiJe. //I pfimofdiumoMhtlorcsccnce; S/,oncoi 
the stipules uith stalked ma^inal glands some 
of which have been broken off? 1, ina^miljed 2 
n. more highly magniSed. 


ship to the conditions of life or only illustrates what has been designated 
by the beautiful name of ‘ construction-variation ’ is unknown. 


physiqoc et d’histoire naturelles de Ueneve, Volume supplementaire, 1891. De Candolle’s investi- 
^Uons are inadequate for the solution of the question where the /trst iuci/tion takes place. lie 
s s chiefly to anatomy which is only of secondary importance in such problems. There .are many 

ansformations m configuration which find no expression in anatomy. De Candolle does not notice 
the mstructive fcMtires m the Cactaceae. 

‘ Sec Part I, p. 55, Figs. 33, 34. 
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Adhesion of the Bract. In the cases just mentioned the bract is 
predominant ; it is the most conspicuous part of the construction and we there¬ 
fore commonly speak of the ‘ adhesion of the axillary shoot ’ to its bract. 
Quite the same process only with predominance of the shoot is seen in the 
very abundant cases of ‘ adhesion of the bract ’ to its axillary shoot. We 
cannot however here discuss this condition; its biological significance has 
not been investigated. That it has such a significance I do not doubt as 
the result of casual examination of the Solanaceae. 

Atropa. In Atropa the sympodially constructed flower-bearing shoots 
are, as has been already pointed out^, dorsiventral and the position and 



Fi G . 396. A t ropa Bel f a<)onna. Bu d of i n Hofescence in i ra ns^ ersc section. IIf^IK^ 0 w ere. T/, fii% 
TV/', TV, successive bracts concrescent with the nower.axes. To rtower I beJong as propM lIs V/ and 7 //. to 
flower //belong Va and /"///, to flower ///belong ViH and TVr, to flower /Kbclong V/ytino TV. 

formation of the leaves stand in connexion therewith; but in the peculiar 
' displacement ’ which the leaves obtain by the ‘ adhesion of the bract to its 
axillary shoot’ we have, in my view, an arrangement for the protection of 
the flower-buds. If we examine a transverse section through a bud of the 
inflorescence of Atropa as we see it in Fig. 296, we shall find that each 
flower-bud is protected by two leaves turned towards the outer side of 
the whole inflorescence much more so than is shown in the figure which is 
taken through the lower portion of the older leaves where the lamina has 
only a narrow surface. One of these leaves is the bract, T", adherent to the 
flower-stalk, the other is one of the two prophylls, V, of the flower. 
Seeing that the bract stands at about the same height as the prophyll the 


* See Part I, p. 113, 






ADHESION OF BRACTS. ARRESTED BUDS 


439 


closure round the flower toxvards the outside is made possible and this not 
only affects the individual flower but also all the parts which lie inside 
I believe that in this way it is possible to interpret, upon biological grounds, 
relationships which have hitherto only been treated from the side of formal 
morphology. At any rate, in the flower-bud, which is marked III, it appears 
that the first sepal arises in the position which is least protected by other 
parts, an incident which is self-explanatory. We shall speak of analogous 
cases when considering the development of the flower. 

Arrested Buds. Of the lateral buds which arc laid dou’n it is only 
seldom that all develop further. Some arc arrested cither at once if they 
are flower-buds or if they are vegetative buds they remain for some time 
capable of development and may under special conditions such as loss of 
other shoots enter into activity”. The branching renders easy also the 
division of labour amongst the several shoots, the more important different 
forms of which I must now refer to. 

' Other Solanaccac show the same features. In Datura the atibesion of the br.ict» closes tbc butl 
00 the outside. The leaves have in Datura, as in Atropa, a large ' forerunner*tip.' 

^ See Part I, pp. 58 ofid 20S, 
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C. DIFFERENT CONSTRUCTION OF THE SHOOT. 

DIVISION OF LABOUR 

Just as we consider the foliage-leaf to be the t)-pical leaf by the trans¬ 
formation of which the other leaf-forms arise so we take the foliage-shoot or 
assimilation-shoot to be the typical shoot, and we can show that there may 
be also a change of function in it, and that therewith is bound up a change 
in conformation. The transformation may take place here also early or late. 
A shoot of Prunus spinosa, for example, bears at first a number of foliage- 
leaves decreasing in size upwards and then it becomes a thorn. It is first of 
all foliage-shoot and then thorn, and it is easy to cause its further develop¬ 
ment as a foliage-shoot if one cuts o(T sufficiently early the apex of the shoot 
from which it arises—that is to say before the determination of the character 
of the twig as a thorn. The stolons of Circaea lutetiana and C. alpina 
arise in the ground, are stolons from the beginning, and produce only small 
scale-leaves, but by definite influences referred to below, we can induce 
a plant, which has already produced a number of leaf-pairs, to grow out 
at its apex—that normally would become an inflorescence—into a stolon 
below the soil. Even shoots, which arc changed to the great extent 
observable in the flower-shoots, may in their earliest stages grow out 
further as foliage-shoots, for example the female flowers of Cycas. In other 
cases this takes place only exceptionally where pathological changes occur. 
The plant takes the organs which are necessary first of all for its existence, 
and these are the assimilation-organs, and adapts them to other functions. 

We speak of the most important shoot-forms shortly in relation to their 
function, and this depends upon the manner of life of the plants, using this 
expression in its widest sense. Two factors have specially to be con¬ 
sidered :— 

(<?) The relationship of the reproductive organs to the vegetative 
organs. 

{b) The influencing of the vegetative organs by the external conditions 
of life. 

Division of Labour and Duration of Shoots. In the Spermo- 
phyta the division of labour amongst the shoots is the less marked the more 
rapidly they proceed to the formation of seeds, and it is plants which last 
during many vegetative periods interrupted by periodic stages of rest 
before they produce flower that have shoot-forms adapted to very different 

functions. 

In annual Spermophyta there is no division of labour between the vege- 
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tative shoots. All these shoots are attuned to a life in light and pass finally 
all of them to the formation of flower. The primordia of shoots in the under 
region of the plants remain however often undeveloped or only develop if 
the nutrition is particularly abundant or if there is injury to the chief shoot. 
The complex shoot-formations have sprung from that of the annual plants. 
The later in the developmental stages the formation of the reproductive 
ort^ans is undertaken, the more opportunity is there, as has already been 
remarked \ for the vegetative body to increase in mass and to experience 
that division of labour which is bound up with this. 

Among the Pteridophyta there are relatively few annual forms, for 
instance Anogramme leptophylla and A. chaerophylla, Salvinia natans, and 
Selaginella Drummondi -. These are all adapted to localities in which there 
is a periodic interruption in vegetation, in the resting period the spores are the 
only things which arc left over. Where more uniform conditions of life 
exist annual Pteridophyta arc not present. The tropical species of Salvinia, 
for example, known to me have all an unlimited existence. The peren- 
nating Pteridophyta conform with the Sperniophyta in the configuration 
of their shoots although they show in general a less varied adaptation than 
these do. 

RelxVtionships of the Shoots to their Function. The doctrine 
of the ‘ succession of shoots,’ that is to say the construction of the plant-body 
out of shoots with different function and of different conformation, cannot be 
stated shortly here^ We can only speak in general of the relationships of 
the shoots to their function. This will be done in two sections, the first one 
dealing with the shoot as a vegetative organ and the second with the shoot 
in the service of reproduction. 

THE SHOOT IN VEGETATION 

The most striking differences observable in vegetative shoots are those 
between cpigeous and hypogcous shoots; but there is really no sharp dis¬ 
tinction to be made between them. Yet it appears to me better to treat 
of them separately because there are a number of biological characters which 
are different in each. 

' See Part I, p. i^i. 

■ thalictrokics can hardly be included. It prop.igatcs freely by leaf-burne shoots, it 

IS I *6 many other marsh and water-plants adapted to rapid changes in environment expressed in the 

short limit of existence impose^J upon single shoots. It is not adapted however to periodic changes 
in eDvuonmcnl. 

’ Raunkiar, De Danskc Blomsterphanters N.-ilurhistorie. Ikl. i. Kj^benhavn, 1S95-9. gives an 

«ce ent account of these relationships so far as European monocotylous plants are concerned. The 
iiterature is fully cited. 
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I 

EPIGEOUS (PHOTOPHILOUS) SHOOTS 
[a) Orthotropous Radial Shoots and their Transformations. 

I. ARRANGEMENT OF THE LEAVES AND LENGTH OF INTERNODES. 

There are two important features in this configuration— 

1. The arrangement of the leaves, 

2. The length of the internodes. 

In shoot-axes with elongated internodes the method of arrangement of 
the leaves within somewhat wide limits is of clearly little biological 
importance. Whether the leaves on an elongated shoot are in whorls or are 

distributed in the phyllotaxy of ^ and 
so on, is of little moment for the function of 
the leaves, because they cannot cover one 
another or shade one another for long. 

It is different in plants with short con¬ 
tracted internodcs, and here there are fre¬ 
quently arrangements by which the over¬ 
lapping of the leaves is prevented. Some 
examples of these may now be given :— 

Callitriche. Callitriche (Fig. 297) has leaves 
in decussate pairs. The internodes are at first 
elongated. If the apex of the shoot of this water- 
from°abo’u-. plant reachcs the surface of the water an arrest 

takes place in the elongation of the internodes. 
They remain short but one can cause them to elongate by submerging the plant 
If now the leaf-pairs were strictly decussate they would so cover one another that only 
the two uppermost pairs would be exposed to direct light. This is avoided by torsion of 
the internode (Fig. 297)* and the well-known ‘water-star’ is formed, the older leaves 
in which are brought beyond the younger ones by the stalk-like elongation of their 
bases. 

Similar features are observed in some species of Cyperus which have a one-third 
spiral phyllotaxy. Figs. 298 and 299 show the torsion of the leaf-rows. It is well 
known that in Pandanus also and some species of distichous Aloe like features are 
observed. 

It is clear that the same result would be obtained if the leaves were from the 
first spirally arranged with a higher divergence, and we find this in many species of 
Sempervivum and Sedum and in the floating leaf-rosettes of Trapa, Pistia, and others. 

‘ The plant at first endeavours by e 1 ong.iting the interuodes to bring the leaf-rosette to the surface 
of the water, if this does not suffice then the intemodes which normally would be short elongate. 

* I leave on one side the question whether there is not a divergence from the decussate position in 
the inception of the primordia on the vegetative point. 
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Gentians. Plants such as Gentians acaulis, G. verna, Arnica montana 
which have decussate leaves in a basal leaf-rosette, are no exception. It 



Fic. J 98 - Cyperus allerniroliu*. Bud invested by kataphylls shown in transverse section. The tristichoos 
arrangeneot or tno leaves is eviuetit but is already somewhat distorted in the lower ones. 


can be readily observed in Gentiana acaulis, for example, that the number of 
leaf-pairs at the base is very small, I have usually found here only four assimilating 
leaves in the rosette *, so 


that there can be no cover¬ 
ing by the individual leaves. 
The species of Gentiana 
which form a greater num¬ 
ber of leaf-pairs, like Gen¬ 
tiana lutea, G. asclepiadea, 
and others, have elongated 
internodes. Shoots with 
contracted internodes are 
found in plants of the most 
different cycles of affinity, and 
living under the most differ¬ 
ent conditions, so that no 
general explanation of this 
arrangement can be given. 



Fio. iqon Cypcnis ahcmi/blius. I, shoot from above^ the leaves are 
The (nstichoas arrangement slightly distorted is indicated by 
the fibres i, 3. II, leaf with axUlan' bud. Ill,axillary bud in trans. 
verse section. S» prophylJ swollen up. I, half natural sire. Ill, magnified. 


k iT”* oppermost pair was very small and coold only cover the lower part poor in 

wh Jk ^ I found ‘he same in G. vcma. The older etiolated leaves, 

are still retained^ are of course oot considered. 
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2 . SHORT SHOOTS AND LONG SHOOTS. 

One of the most frequent divisions of labour observed upon the 
vegetative shoots, is that into short shoots and lou^ shoots. This terminology 
IS hardly fitting, because the diagnosis of the two shoot-forms lies less in their 
length than in their significance in the construction of the woody plants in 
which they are almost exclusively found. The short shoots take no share 
in the construction of the permanent skeleton of the plant. They die after 
a comparatively short time. Their shoot-axis does not branch vegetatively 
or form any mass of wood. Yet the short shoots are frequently those which 
produce the flowers, and this conforms entirely with the fact that restriction 
of vegetative growth favours the formation of flower It is impossible to 
draw a sharp limit between long shoots and short shoots. In many plants, 
for instance Larix europaea, short shoots may spontaneously grow out into 
long shoots, and under unfavourable conditions the formation of long shoots 
may be suppressed for years. In other cases the same result is brought 
about by the cutting off of the long shoots, even in cases where the short 
shoots are so sharply distinguished from the long ones as they are in species 
of Pinus. In Pinus, after the first few years of life the long shoots produce 
the scale-leaves only, the assimilation-leaves are limited to the short shoots 
on which they appear in pairs, as in P. sylvestris, or in greater numbers, 
five for instance in P. Strobus. In Pinus also the short shoots may be 
caused to grow out into long shoots; they are only quantitatively, not 
qualitatively, different from them. 

Double needles of Sciadopitys. In the remarkable short shoots of Sciado- 
pitys there is occasionally observed a ‘ continuation of growth These short shoots 
are commonly called dotillc needles. As a matter of fact one sees upon young just 
elongated shoots the combination of two ‘ concrescent’ needles between which a 
longitudinal furrow is very conspicuous. These double needles stand in the axil of 
small scales upon the stem and have therefore the same position as the short shoots 
of Pinus. They are traversed by two completely separate vascular bundles which are 
enclosed by the peculiar /rans/usion-tissue of the coniferous leaf, and von Mohl * upon 
this basis suggested that they were the result of the concrescence of the two first leaves 
of an axillary shoot which was otherwise arrested. The history of development as 
publisiied by Strasburger * is very peculiar and requires, I think, further proof. 
There arises in the axil of the scale the primordium of an axillary bud which shows 
very early an evident median indentation at the apex, and this is still recognizable on 
the mature double needle. According to Strasburger this whole structure is the 

* See Part I, p. 2I3. 

* Regarding juvenile stages see Part I, p. 153. 

’ See Carriere’s figure in Gardeners'Chronicle, March 1, 1884, p. 282. • u 7 •, 

* Von Mohl, Morphologische Betrachtungen der Blatter von Sciadopitys, in Botanische iieitoDg, 
xxix (1871), p. loi. 

’ Strasburger, Die Coniferen und die Gnetaceen, Jena, 1872, p. 382. 
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primordium of ihe double needle. It grows at its base like other needles after apical 
growth has ceased at an early period. The apex then of the axillary shoot is here 
used up in the formation of the needles, but the individual needles of the combined 
body do not grow separately but by intercalary growth at their common base. There 
can be no doubt that the structure corresponds to the primordium of a short shoot 
of Pinus, in which only two leaf-primordia are laid ilown, but the interpretation of the 
double needle as being formed out of two concrescent ‘ leaves ' appears to me ' to be 
by no means devoid of doubt although Sirasburger has found double needles both in 
Pinus sylvestris and in Pinus Pumilo. We do not know the mode of origin of these 
needles in Pinus. They might be the result of an actual concrescence of two needles 
whereby the vegetative point 0/ the short shoot remains behind at the base and the needles 
are joined together by their contiguous sides; but in Sciadopitys the chief portion of 
the needle proceeds from the part of the axillary bud which lies below its vegetative 
point. Sciadopitys affords in the vegetative region an example wliich has no parallel 
elsewhere, and according to the ordinary terminology we must regard the double 
needle rather as leaf-like twig—a phylloclade—bearing on its primordium the tips 
of two needles as small points, notwithstanding the anatomical fact, which however 
is not after all of much importance, that we know elsewhere also phylloclades which in 
their structure resemble leaves. The actual name we use is of less importance ; the 
fact remains that out of the axillary shoot there proceeds a structure which in its 
construction resembles two leaves united by their edges. 

Precedenxe in Unfolding of Short Shoots. The short shoots 
precede in their unfolding the long shoots in most instances and this we can 
understand upon biological grounds, because less energy and Ic.ss material is 
required for them than for the long shoots. The capacity for assimilation also 
of the short shoots partly comes into consideration. In Larix, for example, 
they have to furnish the material for the formation of the long shoots, and 
in plants like Pyrus and Prunus, which have cntomophilous flowers, their 
development before the long shoots is of marked advantage for the exposure 
of the ‘ flag-apparatus ’ of the flowers. That the short shoots of Pinus and 
Berberis unfold at the same time as their subtending leaves, is a consequeiice 
of the transformation of these leaves into kataphylls and thorns. 

Assimilating Shoot-axes. Shoot-axes whose internodcs are elon¬ 
gated may share in the work of assimilation if they contain chlorophyll, but 
the amount of this is small and much behind that in the leaves. In numerous 
plants we find, however, that there is a reduction of the leaves accompanied 
by an increased assimilation-capacity of the shoot-axes. That we have here 


As I have shown. Yergleicbende Entwicklungsgeschichtc lier Pflanzenorgane, in Schenk's Hand- 
Dch der Botanik, iii (1884), p. 216, whence this passage is taken. Dickson, The phylloid shoots of 
Sciadopitys, in Journal of Botany, iv (1866), regarded the ' double needles ’ as phylloclades. .See 
^so Bower, in Gardeners’ Chronicle, March 15, 1884, p. 346. Also Bertrand, Anatomic compar^e 

«tigeset des feailles chez les Gn^tacees et Comfetes, in AnD.-tles dcs sciences oaturelles « 
n(i874). 
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a correlation has been proved by the investigations of Boirivant^ who found 
in a number of plants that the shoot-axis became richer in chlorophyll if the 
leaves were removed. In Sarothamnus vulgaris shoot-axes which are thus 
treated have a palisade-parenchyma much more developed than that of the 
untouched shoot-axes. The connexion between the removal of leaves 



Fig. 300. Composite from West Aus* 
iralia. Nearly aphyllous. 


and the increase of chlorophyll in the shoot- 
axes is not explained by this. We have yet 
to find out, for example, whether the shoot-axis 
would be constructed as a stronger assimila¬ 
tion-organ if the leaves were not removed but 
were merely prevented doing their assimilation 
work. We may, however, assume that there 
is a direct connexion between the reduction of 
the leaves and the formation of the shoot-axis 
as an assimilation-organ. 

Reduction of Leaves on Assimila¬ 
ting Shoot-axes. Arrest of the leaves on 
assimilating shoot-axes appears very markedly 
in xerophilous plants in which there is a gene¬ 
ral reduction of the transpiring surface. We 
find examples of this in the most different 
cycles of affinity, as in the Casuarineae, many 
Leguminosae, such as Spartium junceum and 
others, amongst the Ranunculaceae in Clematis 
afoliata, in most of the Cactaceae, and so on. 
But in marsh-plants also we have the same 
phenomenon, for example in the composite, 
shown in Fig. 300, which I found in a very 
moist marsh in West Australia. It is well 
known that many although not all marsh- 
plants have xerophilous features, but their 
relationships to life-conditions I cannot enter 
into here. Where there is copious branching 
of the shoot-axis with reduced leaves we get 
the same result in the matter of development 
of surface as we do when the leaves are pre¬ 


sent with less branching, and amongst our endemic species of Equisetum, 
E. hyemale may be designated xerophilous. but E. sylvaticum, E. 
pratense, and E. arvense are not so. We must here, as everj^vhere 
else, consider, besides the adaptation to external relationships, an ‘internal 


■ Boirivant, Recherches sur les organes de rcmplacemeut ch« les plantes in Annaks des sciences 
naturelles, s^r. 8, vi (1897). The literature is cited here, but very imperfectly. 
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factor which conditions the formation of the organs but which does not allow 
us to regard them as purely adaptations. Thus amongst submerged plants 
also there arc some which belong to this category—Scirpus submersus, 
C. Wright, for example, which I found in large masses in the Tapacooma 
lake. The shoot-axes of this plant arc tuftcdly branched, each produces 
some kataphylls and assumes, what is a character of the short shoots, the 
form of a cylindric leaf with a layer of assimilating cells under the small- 
celled epidermis (Fig. 301). 

Assimilating shoot-axes with reduction of the leaves are very abundant 
in Monocotylcdones, for example in Hcleocharis, Scirpus lacustrls, the Res- 
tiaceae, and elsewhere. The juvenile stages of 
these plants, so far as we know them, have 
foliage-leaves and it is only upon the elongated 
assimilating shoot-axes that the leaves arc re¬ 
duced to scale-leaves. Perhaps these assimi¬ 
lating shoot-axes are really iiijlorescoicc-axcs 
—upon which, however, the flowers often abort. 

We shall have opportunity to return to this 
subject again when dealing with phyllocladcs. 

The striking similarity observable between the 
sterile shoot-axes of plants like Helcocharis* 
and Scirpus lacustris and the cylindric leaves 
of Juncus—these were formerly therefore desig¬ 
nated ‘sterile culms ’—and the fact that all these plants live under essentially 
the same conditions have led to the supposition that the conformation of the 
a.ssimilation-organs is utilitarian in both cases. The leaves of the species of 
Scirpus were perhaps not in a condition to take on the cylindric form and 
experienced, in consequence, a reduction in formation with a corresponding 
diminution in function*. In many of these Monocotylcdones it can be shown 
that the leaf-formation may again set in under conditions which arc unfavour¬ 
able to the formation of assimilating shoots, and wc have here then essentially 
a reversion to the juvenile staged Scirpus lacustris^ for example forms long 

These coosist of one long sboot-inlernode at the end of which a couj>lc of scales is found if no 
flowers develop. On the rhizomes there arc kataphylls only. In Cypenis alternifoUus the elongated 
shoot-axis bears foliage-leaves. Here &lso perhaps originally there were inflorescences which in the 
first developmental stages of the plant suppressed their flower-formation and appeared as strengthening 
shoots, l-rom the same standpoint we may regard the first still flowerless shoots that appear above 
ground in Polygonatum, Paris, and like plants, .and it seems to me this gives us a more comprehensive 
>-ie\v of the construction of these plants in which a process similar to that in the Cladoni.a amongst 
e 1C ens (Part I, p. 72) may have taken place—first of all the fructification was raised upon a stalk 
and then vegetative activity set in within it. 

See what is said about the formation of phyllodes, p. 3^3. 

’ See Part I, p. 171. 

• 1q this ^ant the formation of foliage-leaves is not sa completely limited to ibe seedling-stage 
1 IS m Hcleocharis, where, so far as I know, it is unknown in older plants, though ^rhaps 



FlO. 30J. Scirpus submersui. Axis 
of a long shoot in tr»ir)sserse section. 
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band-hke leaves in deep or rapidly running water, and also if the plant is 

weakened - by repeated removal of the haulms. In Eriophorum alpinum also 

I saw leafy fohage-shoots develop as solitary vegetative organs like those 

ol the young plants, upon plants ‘enfeebled' by unfavourable conditions of 
cultivation. 

Increase of Surface of Assimilating Shoot-axes. The assimilat¬ 
ing shoot-axis may experience an increase in surface in the most different 
cycles of affinity. This may be brought about in two ways which however 
are scarcely separable from one another:— 

{a) By the flattening of the shoot-axis. Opuntia illustrates this. 

{^) ^he formation of wings. This is a consequence of ‘decurrent 
leaf-bases.’ These are found on the shoots of some plants, like species of 
Symphytum, Carduus, which have not reduced leaves. But in Genista sagit- 
talis 1 the green membranous surface which is formed by the wing of the 
stem-internode far exceeds the total surface of the small unsegmented 
leaves. The stem in this species is still sharply segmented into internodes, 
and the nodes upon which the leaves arise are not ‘winged.’ Below each 
leaf the internode is widened by two ‘wings’ which are continuous with the 
leaf-surface. The leaves do not yet stand in two rows. 

Phylloclades and Cladodes. The more the segmentation of the 
nodes and internodes disappears, and the distichously arranged leaves become 
reduced, the more does the shoot-axis diverge from its ordinary habit, and 
if at the same time it assumes limited growth it acquires a striking resem¬ 
blance to a leaf, and is designated a phylloclade. This name is best reserved 
for such leaf-like shoot-axes of limited growth, whilst other widened axes 
may be called cladodes. The following are some illustrations:— 

Fteridophyta. 

The Equiseiaceae and some Lycopodineae especially the family of the Psilotaceae 
supply examples. The two epiphytic genera, Psilotum and Tmesipteris, have no roots 
but root-like shoot-axes and live in stations where temporary want of water can readily 
occur. In the two species of Psilotum the leaves are reduced to small scales for the 
protection of the vegetative point, whilst in Tmesipteris they are better developed, but 
by their vertical position approach xerophilous construction. It is noteworthy that 
in one species of Psilotum, Ps. complanalum, the shoot-axis is no longer nearly 
cylindric but is flattened in the way that we frequently find it in Spermophyta. 

Gymnospermae % 

The species of Phyllocladus are low trees or shrubs which are endemic in 
New Zealand and Tasmania. They have cylindric chief axes with spirally placed 
leaves, and these are small and scale-like soon dry and fall away. In their axils flat 

it might be artificially induced. The leaves at the base of the ■haulm’ often have a very short 
lamina. 

^ See Part 1 , Fig. 124. 

^ Regarding Sciadopitys see p* 444* 
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leaf-like iwigs, which in their outline reiemble the leaves of ferns, are developed, and 
these are again branched but always in o>u plane. Individual branches of this form 
produce flowers. There is a difference 
in these leaf-like twigs between the struc¬ 
ture of the upper side and of the under 
side as in most leaves. The under side 
has far more stomata than the upper, 
whilst the upper side has sub-epidermal 
palisade-tissue which is wanting on the 
under side The phylloclade-nature 
of these twigs is not yet fi.ved here, 
because the stronger ones may again 
grow out at liie tip into radial cylindric 
shoots, whilst those in which this does 
not lake place doubtless soon fall from 
the stem like the short shoots of Pinus, 
or those short shoots of Lari.x which are 
not developed into long shoots. 


Monocotyledones. 

Bowiea volubilis. The first 
example to be noted here is Bowiea 
volubilis. The shoot-axis produces long 
narrowfoliage-leaves only in the seedling- 
stage, that is to say until the bulb is 
strongly developed. Subsequently there 

develops out of the bulb a very long_ 

as much as two meters in cultivated 
examples — twining chief axis whose 
straggling lateral cylindric shoots may 
be recognized as scramblers. The 
elongated axis on which these cylindric 
shoots which are of limited growth arise 
forms only scale-like kataphylls; the 
cylindric shoot-axes themselves act as 
the assimilation-organs. In the upper 
part flowers appear whose stalks (Fig. 

302 ) have exactly ihe same form as the 
asstmilatiug short shoots. It appears to 
me that the whole shoot which springs 
from the bulb has arisen from ./«- 
florescence whose branchings have par- 
ttally lost the capacity offorming flowers, 

in which, howfvor, p Th«j 





450 


EPIGEOUS SHOOTS 


and that in conjunction with the formation of assimilation-shoots the formation 
of foliage-leaves dwindled. I have been led to speak of this liliaceous plant because 
Jt shows in a somewhat more primary form the same relationships as we meet with 
in the genus Asparagus. 

Asparagus. The phylloclades here have somewhat varying forms. In 
Asparagus officinalis, for example, they are needle-like leafless shoot-axes standing in 
tufts in a double scorpioid cyme in the axils of the kataphylls. In Asparagus 
Sprengeri they are flattened*, very leaf-like, but constructed alike upon both sides. 
In Asparagus (Myrsiphyllum) medeoloides the resemblance in appearance to a leaf 
is very marked, the anatomical structure is also dorsiventral, and the course of the 
vascular bundles conforms to that of the leaves. The conjecture, first put forward 
by Kunth", that the phylloclades of Asparagus proceed from the stalks of arrested 
flowers seems to me plausible, and it gives an explanation also of their deciduous 
character. Such a sterilization of the flower-stalks and inflorescence-axes takes place 
frequently in the formation of tendrils. 

Ruscus. Ruscus from which the generaSemele and Danae are separated* has, 
on account of its phylloclades, caused much discussion, and at all times, up to the most 
recent, there have not been wanting those who declared these to be leaves, and 
especially upon anatomical grounds : the vascular bundles form a cylinder only at 
the base of the phylloclade; they spread out in the leaf-like surface. That this fact 
is of no moment as against the morphological facts which stand as clear as day is 
evident. The species of Ruscus with leaf-like twigs, such as Ruscus aculeatus, 
R. Hypoglossum, R. Hypophyllum, possess a subterranean rhizome out of which 
annually in the spring turios appear above ground. These shoots bear in their 
lowermost part a number of sheath-like relatively considerable leaves which are 
usually green at the tip *. These leaves are reduced foliage-leaves as is shown by the 
fact that Semele androgyna possesses well-developed foliage-leaves upon the seedling- 
plant®. Askenasy* has also observed in DanaC racemosa the interesting anomaly 
that some leaves with a long stalk and oval green lamina, like the leaves of Convallaria, 
sometimes follow upon these sheathing-kataphylls—an appearance which may be 
considered a reversion to the leaf-form possessed originally by Ruscus before it had 
phylloclades. The stem, however, usually elongates above the sheathing-leaves and 


‘ See Reinke, Die AssimiUtionsorgane der Asparageen, in Pringshcim’s Jahrbucher, xxxi (1898); 
where are figures, and the literature is cited. It may be noted here that the flower-stalk in Asparagus 

Sprengeri is not flattened but cylindric. , . a__ 

* See Kunth, Enumeratio plantarum, Stutgardiae et Tubingae, v (1850). Regarding A p gu 
(Myrsiphyllum) medeoloides he says, p. 105, ‘ folia squamaeformia. pedunculos 1-3 ferules urn or 
basi bracteolatos, supcme noduloso-articulatos ct unum stcnlem foliiformem, magis mmusve 

inaequiUterum (cladodium) stipantia, sacpissime nonnisi hunc.’ .. 

> fn Semele the inflorescences arise on the margin of the phylloclade. in Ruscus on the upper side. 

in Danae they are separate from the phylloclade. . 

• See Schacht, Beitrag zur EntwicklnngsgeschicMe ^ ’ Celakovsk^, 

(1853), p. 467 ; Askenasy, Botanische morphologische Studien. Frankfurt, iSyj.p. 3 . ^ 

Ub r die Sodien der Asparageen. in Denkschriften % n ^ 

r*««^by the author in Engler's Jahrbucher, xviii (1894), Litteraturbencht, p. 30. P 

» See Part I, p. 166. 

« Askenasy, op. cit., p. J 2 . 
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produces then a number of small membranous scales which fall ofT early and in the 
axils of which the phylloclades stand *. The apex of the shoot itself commonly 
becomes leaf-like. The whole of the parts of a shoot of Ruscus are already laid 
down when its apex appears above ground in spring. The flowers, or rather the few- 
flowered inflorescences, arise out of the phylloclades, upon the upper side in Ruscus 
aculcaius (see Part I, Fig. loi) and Ruscus Hypoglossum, upon the under siile in 
Ruscus Hypophyllum. They stand in the axil of a leaf, the only one which the 
phvlloclade possesses ; it shoots out early upon the phylloclade which is laid down 
like other twigs. The bract dries up in Ruscus aculeatus usually early, but in Ruscus 
Hypoglossum it is larger and leathery and takes the form and structure of the phyllo¬ 
clade itself, and this has given rise to erroneous interpretations. The phylloclades of 
Ruscus aculeatus place themselves in such a position that they do not have one surface 
directed upwards and another directed downwards but undergo a torsion through 90°, 
so that their edges are directed upwards and downwards as is the case in the phyliodes 
of Acacia. These relationships may, however, be changed by illumination. 


Dicotyledones. 

Phylloclades or cladodes occur in difTerent families of this class, and the following 
are a few instances only of the manifold variations they exhibit. 

Carmicbaelia. In this, chiefly New Zealand, genus of Leguminosae* the 
reduction of the leaves and the consequent flattening of the shoot-axis are phenomena 
of adaptation. Some species have cylindric leafy shoots, for example C. Exsul, they are 
also found in C. fiagelliformis, in which the leaves are arrested in sunny situations but 
are developed in shady positions*. Most species after the first juvenile stage have 
flattened shoot-axes whose leaf-development appears to be in great measure dependent 
upon external conditions. In cultivation the young shoots especially still bear foliage- 
leaves whilst the older ones only produce reduced leaves. 

Bossiaea. Similar features to those in Carmicbaelia are found in this legu¬ 
minous genus. 

CoUetia. This genus of the Rhamnaceae has in one species, Collelia spinosa, 
cylindric shoots with reduced formation of leaves. Colletia cruciata, on the other hand, 
possesses short shoots flattened in the vertical plane, but seedling-plants have the form 
which appears during its whole life upon Colletia spinosa. Shoots showing a reversion 
to the juvenile state also appear on adult plants *. * 

PhyUanthuB. Features of some species of this genus of Euphorbiaceae have 
been already referred to®. There are dorsiventral lateral shoots bearing at their base 
a bud—just as a leaf has an axillary bud-out of which may proceed a long shoot. 


‘In Ruscus aculeatus and Danae they stand on the lateral axes; only in the seedling, for instance 
of R. aculeatus. are they on the chief axes. K. or msiance 

Assirailationsorgane der Uguminoscen : I-VII. in Princs- 

he.m sjahrbucher, XXX (1897). The literature is cited here. u. »n I'rmgs 

DevelooLft^tT’ Needling Forms of New Zealand Phanerogams and their 

Development, m Transactions of the New Zealand Institute, xxxi (1898) 

» Q ’ Pflanzcnbiologische Schildenmgen, i (1889). p. 17. Fig. 8. 

occ rart I, p. 57 ® 
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epigeous shoots 

It IS probable that as Dingier * conjectures the construction of these leaf-like short 

shoots was the cause of the reduction of the foliage-leaves of the chief shoot to kata- 

phylls. On the seedling-plant foliage-leaves still appear. Still further goes the 

transformation of the shoot in that section of the genus termed Xylophylla where the 

shoot-axes are transformed into leaf-like phylloclades» which bear kataphylls only 

m the mature plant but have still foliage-leaves in the seedling-plant These 

phylloclades are laid down as normal cylindric axes, but they broaden later and 
become fiat. 

Other examples, like iVIuhlenbeckia platyclados one of the Polygonaceae, and 
Siebera compressa one of the Umbelliferae, do not require further explanation. We 
must, however, mention the— 

Caotus-form. By this we understand assimilating shoot-axes with fleshy tissue 
acting as a water-reservoir. Storage of water appears also in other assimilating shoot- 
axes for example amongst the Leguminosae in Carmichaelia crassicaulis, Notospartium 
and others, in Kleinia and other Compositae, in Geraniaceae; but the cactus-form of 
the Cactaceae—a form which is repeated in the succulent species of Euphorbia and in 
the Stapelieae—has special characteristics. The formation of shoots of the Cactaceae 
has been already described ^ and further information may be obtained from the 
sources cited below’ ^ 


3. TRANSFORMED RADI.\L SHOOTS. 

We must consider as transformed shoots all those in which the work of 
assimilation has been exchanged entirely or in great part for other functions. 

Thorns. In the transformation of shoots into thorus as it takes place 
in species of Prunus, Rhamnus cathartica, Ononis spmosa, and others, tve 
have features resembling those of the shoots mentioned above whose axis 
serves as an assimilation-organ, in so far as in the thorn-shoots the leaves 
are suppressed, and there are not wanting middle stages between shoots 
which have taken over the function of foliage-leaves and those which have 
been constructed as thorns. In many shoots both features appear together. 
Thus the phyllociade of Ruscus aculeatus ends in a thorn, and the same is 
the case in the flat shoots of Colletia cruciata. Transition-forms from normal 
foliage-shoots to thorns are also found, for instance, in the Pomaceae and 
Amygdaleae®. The thorn-twigs of Crataegus Oxyacantha, for example, 
before they close their growth at the apex by producing a thorn, form a 


‘ Dingier, Die Flachsprosse der Phanerogamen, Heft i: Phyllanthus, Miinchen, 1885. 

’ Dingier conjectures that the ‘phanerogamous leaf’ has arisen in the same way, that it is a 
flattened shoot. Against this it may be said (i) the development of the phyllociade in Phyllanthus 
itself evidently points to an origin from a leafy shoot, (2) in the Hepaticae the ‘leaf’ has developca 


in different series from different starting-points. 

* Goebel, Pflanzenbiologische Schildemngen, i (1889), p. 67: Ganong, Beitrage zur 
der Morphologie and Biologie der Cakteen, in Flora, Ixxix (Erganzungsband zum 54 )- 

» See Delbrouck, Die Pflanzen-Stachein, in hanslein’s Bolanische Abhandlungen, 11 ’ 

Areschoug. Beitrage zur Biologie der Holzgewachse, in Acta UniversitaUs Lundensis, xu (1875 ). 
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number of rudimentary foliage-leaves which soon fall off, and have at their 
base a pair of buds which in tlie next year grow out into short twigs. Also 
other twigs become converted into thorns' after having produced some 
foliage-leaves whose axillary buds grow out in the next year. If in 
Crataegus one cuts off at the right moment a long foliage-shoot above 
the point where stands a normal lateral short shoot which would become 
a thorn, one may compel this short thorn-shoot to become a long foliage- 
shoot instead of a thorn-shoot. This same effect has, as is well known, 
been produced by cultivation in Pyrus Malus and other Pomaceae. As on 
the phylloclades so on the thorn-shoots the formation of foliage-leaf is 
rudimentary. In many thorn-shoots the leaf-formation is as entirely absent 
as in the ncedle-likc twigs of Asparagus. 

Storage-shoots. I do not require to say anything further here about 
the shoots which are used as storage-organs. The configuration of bulbs 
and tubers is explained in every textbook, and we know nothing about the 
conditions which have brought about the appearance of these organs. Most 
of these .storage-shoots proceed out of hypogcous (geophilous) shoots, yet the 
cactus-form—which must bo reckoned amongst these—shows that epigeous 
(photophilous) shoots may be devoted to the same useful function, and many 
other pl.ints form epigeous tubers or bulbs. Vitis pterophora shows this in 
remarkable degree, for at the end of its vegetative period the tips of the shoot 
are arrested and one or two internodes below it swell out, then they fall off 
with the buds, one or more, that arc upon them, and after a period of rest— 
which probably enables the plant to live through a dry period—they again 
shoot out into active life". 


4. TRANSFORMED RADIAL SHOOTS tN LIANES. 


When speaking of the transformation of leaves into climbing-organs 
such as hooks and tendrils, as well as when discussing the formation of roots, 
reference was made to some species of liane. Here therefore we have only 
to note the formation of the shoot in some other lianes. The phenomena of 
powthofthe shoots of lianes, such as circumnutation and the like, dealt with 
in physiological textbooks, will not be discussed here, and I shall refer only 

to a few cases illustrative of the formation of the shoot in relation to the 
conditions of life :— 


Searcher-shoots. In European lianes—plants which do not reach 
any great height, except in the case of Lonicera Periclymenum and Clematis 
Vitalba-the usual vegetative shoot-formation takes place. In tropical Hanes 
on the other hand, we find often shoots developed which may be termed 


‘ Areschoug's ‘ false short twigs.’ 

* See Lynch, On Branch Tubers and Tendrils in Vitis 
society, xvii (1878), p. 306. plate 15. 


gongyloidcs, in Journal 


of the Linncan 
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searcher-shoots. They have the power of rapid growth and elongation in 
order to enable them to search for a support. They can grow for a long 
time m a vertical direction without a support, and thus their apex moves 
thi ough a comparatively wide area. They will reach a greater length the 
less the weight of leaves they have to carry*, and we find therefore a 
retardation m the formation of their leaves which is either (a) temporary, or 
(d) permanent. These searcher-shoots arise only if the plant is a strong 
grower and is living in favourable conditions. 

(a) Temporary retardation of foUage. Here we have the cases of the 
plants whose leaves form ' forerunner-tips 2.’ In other cases the stipules 
are formed whilst the leaf-primordium itself is still undeveloped, as, for 
example, in Buettneria pilosa and Leguminosae. Specially interesting is the 
fact that often a further development of the leaves only takes place if the 
searcher-shoots have reached a support, as, for example, in Banisteria aurea 
and Beaumontia grandiflora, and this condition may go so far that the 
searcher-shoots, which do not reach a support, throw off the young leaves, as 
in Combretum, many of the Apoc)'naceae, Derris elliptica, and finally even 
the whole shoot dies. There is here a special phenomenon of sensitiveness, 
the use of which to the plant is evident, and it spares the plastic material 
for the development of leaves and shoots for those shoots which can make 
use of it best. Its origin, however, is still obscure. It is not connected with 
‘contact-stimulus.’ We may recall here that Sachs^ pointed out that in 
European twiners ‘ vigorous shoots when they grow out beyond their support, 
or meet with none at all, become moribund; it is easy to observe that a 
shoot which has been growing for some time without a support, on being 
afforded opportunity to twine round a support obtains after a few days a new 
lease of life, so to speak, and grows out much more actively.’ This sensitive¬ 
ness—the dependence of vigorous life upon the exercise of a function, the 
reaching of a support in the case before us—is developed in special degree 
in these searcher-shoots. The searcher-shoots which throw off their leaves 
form in some measure a transition to the next group. 

{h) Permanent retardation of foliage. Here the division of labour is 
of such a kind that the shoots which serve as searcher-shoots and subse¬ 
quently anchor the plant have only kataphylls. The foliage-leaves are 
restricted to the short shoots which are not climbing-organs. We see this in, for 
instance, Gnetum funiculare, Melodorum bancanum, Myxopyrum nervosum. 
The same features are observed in tendrillous lianes in which the tendrils 


* Raeiborski, Ueber die Vorliiuferspitze, in Flora, Ixxxvii (1900), p. i; Treub, Snr une nouvelle 
cdt^goric de plantcs grimpantes, in Annalcs du Jardin botantque dt Boitenzorg, iii (i 883 )» p« 44 » ^ 
Obscrvaiions sur les plantes grimpantes du Jardin botaniqoe de Bnitenzorg, ibid., p. i6o. 

’ Sachs] Lectures on the Physiology of Plants, English edition by Marshall Ward, Oxford, 
1887, p. 674. 
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are placed upon the short shoots. The division of labour between short 
shoots and long shoots may, however, be of varying sharpness*. In Hiptage 
obtusifolia and other Malpighiaccae the long shoots, for example, have still 
foliage-leaves at their base and above that kataphylls, but the foliaged short 
shoots can grow out into long shoots which if they have not reached a sup¬ 
port pass over at the apex again into the formation of foliage-leaves; they 
submit then to a retardation which is less strong than that of the searcher- 
shoots in the other plants mentioned above-. 

In other plants every bud by its position is, on the other hand, unalter¬ 


ably fixed as either a long 
shoot or a short shoot. 
There is then, even if the 
long shoots are removed, 
no transformation of the 
short shoots^. 

Shoots as Cli.mb- 
ING-OkgaNS*. We can 
scarcely speak of a trans¬ 
formation in the case of 
' scramblers ’ which simply 
hold on to other plants by 
their straggling branches. 
The formation of shoots in 
twining plants has been 
already described. Here 
we have to deal with— 

Shoot-tendrils. When 
speaking of leaf-tendrils 
it was shown that in many 



Fic. 303. Stcundica Scllowiand, Klousch. Shoot with tcndfillous 
Ulcral iwius. Two-thirds of natural sue, After H. Schenck. 


plants, leaves, which are sensitive to contact-stimulus and are unchanged 
in their configuration, may function as tendrils; similarly we find that in 
many 'twig-climbers,' as Fr. MulIer first of all pointed out, the ordinary 
twigs are capable of acting as climbing-organs. As an example of this we 
have Securidaca Sellowiana (Fig. 303), a Brasilian polygalaceous plant. It 
possesses long shoots with non-irritable elongated intemodes, and on these 


xii'i niorpholoeie du Bourgeon, in Annales du Jardin botanique de Buitenzorg, 

* also RaCiborski, Ueber die Vorliiuferspiue, in Flora, Uxxvii f igoo). p. ^6. 

See, for example, Massart, op. ciu 

of root-climbers and leaMendrils, pp. 286.42.. A comprehensive exposition 

o H Lhenck morphological s.andpoint-^is that 

^ A Beitragc 2ur Biologie und Anatomic der Liancn, im Besonderen der in Brasilien 

iv CSg.), Hen^ 
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there are foliaged lateral twigs which, like the twigs of higher order, are 
very sensitive to friction. In other plants we find upon the shoots which 
act as tendrils, a reduction of the leaves, as in species of Salacia This 
reduction takes place in varying degree in different species of the genus 
and Its final result is a twig-tendril which has its leaves arrested at a very 

early period of development, 
and so appears at maturity to 
be leafless, as is also the case 
in Acacia lacerans, A. velutina, 
and others. 

Shoot-hooks. The hook- 
climbers possess as climbing- 
organs hooks which after they 
grasp the support e.xperience 
a thickening. They have in 
most cases taken origin from 
the stalks of inflorescences^ in 
which the flowers have been 
suppressed. Inflorescences fre¬ 
quently become climbing-or¬ 
gans. The greatly elongated 
axis of the inflorescence twines 
in Utricularia reticulata, for 
example, whilst the vegetative 
shoot-axes remain in the 
ground. Were we to imagine 
that in other inflorescences an 
irritability of the axis or of a 
part of it were to set in, that 
then a division of labour be¬ 
tween an irritable and a non- 
irritable part followed, and that 
then this appeared at a quite 
early stage in the development, 
we should obtain a picture of 
how change of function might 
have come about. Moreover 

transition-forms between tendrils and inflorescences are abundant enough, 
sometimes of the nature of watch-spring-tendrils, which are thin and spirally 
inrolled tendrils, and do not become firmly fixed to the support, but through 
contact-stimulus become thicker and harder (Fig. 304), sometimes 0 



* The sensitiveness of the twig-thoms in Olaccae described by Schenck appears to me donbtfiil. 
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filiform tendrils, as in Passiflora, Vitis. and other plants—structures which 

do not require further notice in this place. 

I may recall here those cases in which the shoot-axes which originally 
served for the formation of flowers have again turned back to a vegetative 
function', and that in such shoot-axes we may note— 

1. the formation of flower is absolutely suppressed ; 

consequently the appearance of these shoot-axes may be relegated 
to an earlier stage of the development than that at which the inflorescences 
appear. 

{b) Pi.ACiOTRorous Shoots. 

The general relationships between orthotropous and plagiotropous 
shoots have already been described -. It has been shown that one and the 
same shoot at different stages of development may be orthotropous or 
plagiotropous. and that in many cases external factors, especially the 
intensity of light, exercise an influence upon the growth and determine it 
as orthotropous or plagiotropous. 

In trees. To the relationships as they are found in trees, which have 
orthotropous chief axes and plagiotropous lateral axes, reference was made 
when speaking of the relationships of symmetry^, of correlation*, of 
anisophylly’. and also when mention was made of the plagiotropous shoots 


in root-climbcrs". I have therefore to mention here only the configuration 
of the plagiotropous shoot of herbaceous plants. 

In herbs. In many herbaceous perennials the flower-bearing shoot is 
orthotropous, the vegetative shoot is plagiotropous. These plagiotropous 
shoots are chiefly distinguished from the flowering orthotropous shoots by 
the elongation of one or all of the internodes, by which process they provide 
for vegetative spreading. The plagiotropous shoot can behave in this way 
with some variation: the shoot at first orthotropous may subsequently bend, 
become plagiotropous, and as a creeping shoot root if it reach the soil; then 
it may raise itself again in the next year under favourable conditions and 
form an orthotropous shoot. We find this, for example, in Galeobdolon luteum. 
In other plants the shoot is from the beginning directed obliquely, as in Ajuga 
reptans and Glechoma hederacea, or it may be creeping, as in Potentilla 
anserina. In Potentilla anserina and P. reptans, as well as in Duchesnea 
(Fragaria) indica, the ‘stolons’ are properly the lateral flower-stems which end 
in one flower’ ; in the axil of the lowermost prophyll of the flower there arises 
a new rooting foliage-shoot which again produces lateral flowers and so on. 
In Fragaria there are also transitions between inflorescences and stolons, and 


. c'® ^ P- ’ See Part I, p. 93. 

, I.’. P; * See Part I, p. 350. • See Part I, p. i s;. 

„ Euiige Bemerkongen iiber die krantartigCD Rosaceen.in Botanische Zcitong.viii (1S50). 
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we may expect to find them elsewhere, especially in plants whose vegetative 
shoots are ‘contracted.’ that is to say, consist of internodes which remain short. 
In such plants the inflorescences are shoots which by the elongation of one 
or many internodes are raised above the leaf-rosettes. If in these inflore¬ 
scences the formation of flower is suppressed, or is postponed to a later time, 
they may at once give rise to ‘stolons.’ Such a vegetative activity of the 
inflorescences has been several times mentioned in preceding pages and it 



Fig. 305. Andfosace sannentosa. stofageOcatcs; Nt foliage^leavcs; stolons. The flowering.pUnt 

is itsalf the product of a ^toloo, of which a smaJl portion is seen below. One-half oatoraJ $«e. 

is found in some water and marsh-plants^ which produce within the inflore¬ 
scences vegetative buds which then spread out upon the surface of the water 
and become organs of vegetative multiplication for which they are most 
favourably constructed. We might imagine that the plant of Androsace 
sarmentosa, depicted in Fig. 305, was originally an annual plant which 
besides the terminal inflorescence produced also at a later period axillary 
ones; that in these axillary inflorescence-shoots the formation of flowers was 
postponed to the next vegetative period; then there would develop upon 
each of them, instead of the flower-umbel, a vegetative leaf-rosette upon 


» See Ihe cases of Alisma natans, Limnanthemnm Hamboldtu, in Goebel, Pflanienbiologische 
ScbildenmgeD, ii (1893), p. 339. 
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which in the following season the flowering-shoot would elongate and bear 
flowers. This of course is a purely arbitrary assumption. We have, 
however, every ground for the assumption that in the Labiatae mentioned 
below the plagiotropous shoots proceed out of orthotropous ones, which 
have experienced a retardation in the formation of their flower. The 
plagiotropous shoots in these cases serve also specially as vegetative propa- 
gating'organs—‘wandering shoots’ (Fig. 305)—which are of importance for 
the spread of the plant and the utilization of new stations. 

Other plants show throughout the whole of their shoot-system a plagio¬ 
tropous growth. They are glued to the ground and have frequently taken 
on the dorsiventral character. This is the case in Anthyllis tetraphylla, the 
leaf-formation of which has been previously described’. The direction is 
here certainly caused by light. In light of feeble intensity the shoots are 
erect, as cultivated plants have shown, and it may be that the plagiotropous 
growth is of importance for this kind of plant which grows in strong 
illumination, in that it hinders evaporation of water and that it facilitates 
the obtaining of water, as is the case in Hepaticae *. These relationships, 
however, as well as the factors which in alpine and polar regions, for 
example, cause plagiotropous growth, cannot be discussed further here. 

Relationships to Conditions of Life. I shall only now briefly 
refer to the relationship between the formation of plagiotropous shoots with 
elongated internodes and the conditions of life- This may be illustrated by 
examples from the Labiatae. So far as I can see such plagiotropous shoots 
do not appear in species which grow in dry sunny spots ^ Plants in such 
stations form a woody framework of orthotropous shoots. Compare, for 
example, the small shrubby Thymus vulgaris of south Europe, growing 
on dry sunny localities, with the widely spread-out Thymus Serpyllum, 
which indeed grows upon relatively bright sunny dry areas but only between 
other plants which shade the shoots. The vegetative shoots are here 
plagiotropous. The shorter vegetative period of course must be taken into 
consideration also as it is less favourable to the construction of a woody 
framework of shoots, and there is also the question of exposure to cold. 
Lavender, rosemary, and other plants of sunny dry localities have no 
marked plagiotropous shoots, but we find in general these are the more 
developed the more shaded and moist are the localities, such as meadows 

‘ See Parti, p. lai. * Seep. 18. 

* In other plants this is different as is well known, for instance, apart from those mentioned above, 
in many creeping planu of the sea-shore like Ipomaea Pes-Caprae. Research is required to show 
how the plagiotropous growth comes about here. It may have started more than once and in 
relation to different external stimuli. We have seen that the plagiotropous Hepaticae on tree-stems 
me never orthotropous, and that the plagiotropous growth has special relations to water. Temperature 
IS influential in mountain and polar plants. I can only see in the above a speeia! case of plants 
with mdial flower-shoots and plagiotropous stolons, but this does not by any means give us a scheme 
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and valleys. In which the plant grows. In such places the construction 

ol tegetative orthotropous shoots which will rise up high into the light 
demands a consider- ^ 

able amount of mate¬ 
rial. The diminished 
light can be better 
used by plagiotropous 
shoots to which the 
moist soil offers at the 
same time an opportu¬ 
nity to root. We find 
therefore that as has 
been mentioned for 
other plants a trans¬ 
formation has taken 
place in the Labiatae 
of the orthotropous 
shoots—these alone are 
found in annual species 
— into plagiotropous 
ones, and of this the 
following plants offer 
illustrations;— 
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Ajuga reptans ^ 

(Fig. 306). The shoot 
of the seedling is ortho¬ 
tropous and it forms in the 
first year a rosette of de¬ 
cussate foliage-leaves, and 
in the second year bears 
the terminal inflorescence. 

The lateral buds become 
plagiotropous stolons with 
elongated internodes, they 
root later and form attheir 
apex a new leaf-rosette 
with contracted inter¬ 
nodes which can, in a 
plant growing in the sun, 
form flowers in its first year. Usually, however, this takes place only in the second 
year. Orthotropous shoots which produce only few flowers, and which occasionally 

* See Irmiscb, Beitrage zur vergleicbendes Morphologic der Pflanzen, Abth. u, Labiatae, Halle, 
1856, p. 29. 
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arise as lateral shoots, may after flowering time become plagiotropous stolons', anti 
these stolons have taken origin from orthotroi>ous flower-sliools by luiaptation. 

Glechoma hederacea. W'e have in this plant a case which we may tom[>are 
with that of Hedera Helix ^ In that plant we have seen that the juvenile form is adapted 
to plagiotropous grow th, that the formation oT 01 thotro|)Ous shoots only begms later, and 
that this behaviour is a derived one. In Glechoma hederacea the juvenile and adult 
forms are not markedly different in their configuration, but they show a different 
growth. The axis of the seedling-shoot is at once plagiotropous and it roots from its 
stem-segments which attain a length of thirty centimeters or thereabouts. In the next 
year under favourable conditions it forms' an orthotropous noweriiig-shool, at whose 
base plagiotropous lateral twigs subsequently arise. Hut the orthotropous flower-shoot 
may pass over again at its apex into a plagiotropous shoot, as Irmisch and others* have 
observed, and this hajipens especially in plants which grow in ileeply shaded lial>itats. 
These form but few flowers whilst the orthotropous shoots in stronger illumination pro¬ 
duce many flowers, an<l do not as a rule grow out further as vegetative plagiotropous 
shoots. The tendency here to the formation of plagiotropous shoots is ilien much more 
deeply engrained, for not only is the seedling-axis plagiotropous, but also the oriiio- 
tropous shoots pass over relatively easily into plagiotropous ones, and this may be con¬ 
nected with the relationships to the locality as Glechoma grows in more shaded places. 

Stachys. The genus Stachys may be mentioned here because it shows a tran¬ 
sition from plagiotrofious light-shoots into hypogeous shoots. Stachys sylvaiica has 
plagiotropous shoots which grow sometimes upon, sometimes beneath the surface of 
the soil. In the first case they have throughout foliage-leaves and come into flower 
often in October; in the second case they have kataphylls “ and appear above the soil 
in the autumn usually w ith the apex covereil w ith foliage-leaves *. According to I\Iaige ^ 
these plagiotropous shoots may become orthotropous in direct sunlight, w hilst, as might 
be expected, in feeble illumination the flowei-bearing lateral shoots of the oriho- 
iropous inflorescence discontinue the formation of flower and become plagiotropous— 
a transformation which never happens in the chief axis. Stachys palustris, on the other 
hand, has stolons which force themselves into the soil and are therefore geophilous. 

Factors which condition Plagiotropous Growth. We do not 
learn from the above what factors condition the plagiotropous growth. 


‘ This has not yet been observed in the case of the tcrmin.-tl itirtoresceiice. Moquin T.indon, who 
has been cited as the authority- for such a change, only speaks of a foliation of the bracts which need 
not be connected with plagiotropous growth. See his Lkments de teratologic vegaale, Paris. 1S41. 
p. J05. Important results of experimental research are given by Klebs, Willkiihrliclie Lntwicklungs- 
andetungen bei Pllanren, Jena, 1903. 


* See Part I, p. 160. * The method of branching need not be described. 

‘ As A. de St. Hilaire, Lemons de Cotanique comprenant principalement la morphologic veg^tale, 

Paris, 1840, p. 104. He believes, however, that the shoots ‘ eutr.amis par lour poids ’ sink to earth. 

‘ The stolons of other plants show also the formation of kataphylls in the light—Fragaria vcsca, 

Saxifraga sarmentosa. The retardation of the development of the leaves here m.ay have relation 

to the rapid elongation of the shoot-axis as in the shoots of many liancs. Experimental evidence is 
entirely wanting. 


* See Irmisch, Beitriige lur vergleichendcn Morphologic der Pllanzen, Abth. ii, I.abiatac, Halle. 
P-iS- 

/ Recherches biologiques sur Ics plantcs rampantes, in Annales des sciences naturelles 

scr. 8, XI (1900). ’ 
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A discussion of this question belongs to experimental physiology, and here 
I shall therefore only say this:— 

Frank and others formerly thought that the plagiotropous shoots above mentioned 
Mere negatively geotropic and negatively heliotropic, because many of them although 
not all became erect in darkness. This erecting of the shoot I consider as an adapta- 
tion by M-hich the plagiotropous shoot is protected from being smothered by other plants 
or by a covering of leaves and the like. Oltmanns > found, moreover, that the shoots of 
Glechoma became orthotropous in darkness only in the spring. Later in the summer 
the stolons grew out, even in darkness, to a considerable horizontal length. Negative 
heliotropism therefore does not play a part in directing the plagiotropism of these shoots 
but there is ‘ re-attuning ’ of the geotropism by the influence of light *. The working 
of the light is here evidently somewhat complex and we must distinguish two things— 

(a) the influence upon the direction 0/ the shoot \ and 

(^) the influence upon the processes of ripening. 

Let us consider the latter first. We find that the shoots grow out at different 
stages of development at which they react differently to the influence of directing 
forces. The external forces which are necessary for this development are in part 
those which affect the direction. The terminal stage is that of flower-formation, the 
shoot therewith reaches its ‘ ripeness.' Every shoot of Glechoma begins as a plagio¬ 
tropous foliage-shoot and ripens then into an orthotropous one. This happens under 
the influence of light and its ripening process goes on in general more quickly the 
higher—within of course certain limits—the intensity of the light is. The coming of 
the orthotropy is then indirectly a consequence of the influence of light which causes 
a change in the inner peculiarities of the shoot. This has as a consequence that the 
shoot, so far as its direction is concerned, reacts differently to light in the different 
developmental stages. In the first unripe condition light causes a ‘ re-attuning ’ of 
the positive to transversal geotropism—using this word in its most general sense—and 
the stronger the light, other things being equal, the more marked is the plagiotropous 
growth. The influence of light may gradually reach a climax in the summer, the 
shoot can, as we saw in Glechoma, be so * induced ' that it is no longer orthotropous 
in darkness. If we separate these points of view the behaviour of the plagiotropous 
shoots is as it appears to me much more easily understood. The ripening process 
does not of necessity lead to the cessation of the growth of the shoot. We have seen 
that in Campanula rotundifolia the growth can be interrupted, and that the juvenile- 
form can again be brought forth. The same is the case in many of the Labiatae 
mentioned above. If we designate a shoot with the properties of the plagiotropous shoot 
of Glechoma by x, it will be orthotropous if it has been formed under the influence of 
the light y. The shoot x ^y is orthotropous, but y is not always present in large 
amounts. If now there be only little of^ present, and x is not exhausted, the shoot 
groM'S as X, that is to say, groM’s further as a plagiotropous shoot, but the plagiotropous 
growth also makes possible to it, as we have indicated, the belter utilization of the 
light, and at the same time vegetative propagation in stations with less intense light. 

‘ Oltmanns, tJber positiven und negativen Heliotropismus, in Flora, Ixzxiii (1897), p. 24* 

» See Czapek, tlber die Richtungsursachen der Seitcnwnrzeln und einigcr anderer plagioCroper 
PAanzenteile. in Sitzungsberichte der Wiener Akademie, civ, i (1895). 
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With Areschoug ’ we may designate by the geophilous such shoots 
as produce their renovation-buds under the surface of the earth. They 
occur especially in regions where vegetative activity is periodically interrupted, 
whether this is by cold or bydrought,and theyare united by many intermediate 

stages with ‘ photophilous - ’ shoots. 

We have to distinguish two categories 

Perennial Geophilous Shoots. In this category we have shoots 
which are persistently hypogcous. 

Paris quadrifolia. The rhizome of Paris supplies an example. It has un¬ 
limited monopodial growth in the soil, and sends up lateral shoots into the light. 

Periodic Geophilous Shoots. By these we understand shoots which 
in the different vegetative periods ^ a j ^ 

of their existence arc at first (V' ^ ^ j 

geophilous and then photophilous, \l\ 

or the reverse. —e 

Polygonatum muUiflorum. 

This is the case in sympodial / \ ( / ■ i] 1 
rhizomes such as that of Polygo- ) / 1 / 1 \/M'(X 

natum (Fig. 307). The shoots are j A f / / \ 

here geophilous,and they remain in ' 

. ,, , . 1 1 .c i_ 11 Fic. J07. Polyconatum muUinonim. Rhizome, buU 

the soil End beEr only kEtEpnyllS for the Cj>i£cal shoot the next vear ^ scar of the epi|*cal 
,, • , . .« »hoot of the current year; a, t scars of epigeal shoots 

there. In the next yesr they Ere of jprcoiMling years; a». roou. One.quartcr natural sire. 

photophilous, and appear above the ^ 

soil and produce assimilating foliage-leaves as well as flowers. The means 
which the plant adopts to bring its shoots into the soil or above it are evi¬ 
dently governed in the first place by changes in its geotropic sensitiveness, 
and this itself is most probably conditioned by processes of metabolism. 

Circaea intermedia. The case of Circaea intermedia offers an illustration 
to which I have called attention before now ®. The photophilous shoots 
of this plant are negatively geotropic and end in an inflorescence. Beneath 
the soil the plant develops stolons which subsequently swell up at the end, 
and in the next year become photophilous orthotropous shoots. If now 
these overwintering shoots are stimulated to further development in the 

* Areschoug. Beitrage zur Biologic der geophilen Pllanzcn, in Acta Univ. Lundensis, xxxi (1896). 

* This name seems more suitable than Aieschoug's term ' aerophilous,’ which does not apply to 
the shoots of water-plants. The essential point is that a shoot sometimes or always is adapted to 
darkness or to light. ‘ Skotophilous' might be used for geophilous ihoots, and more appropriately, 
because as has been shown (Part I, p. 232) darkness has a favourable influence upon the formation 
of the geophilous potato-tuber, and .also upon many stolons. 

* Goebel. Ueber den Einflass des Liebtes auf die Gestaltung der Kakteen ond anderer Pflanzeii, in 
Flora, Ixjuii (1896), p. 11. The plant there called Circaea alpina is C. intermedia. 


Fic. 30^. Polygonatum multiflorum. Rhizome, a, buU 
for the cj>i£cal shoot of the next vear; scar of the epigeal 
»hoot of the current year; c, ^ c scars of epigeal shoots 
of iprcoiMling years; u*. roots. Onewjuartcr natural sire. 
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winter, by cultivation in a higher temperature, certain peculiar phenomena are 
observed. The point of the shoot which ought to be an inflorescence 
becomes a stolon which again pierces the soil, and this may take place after 
the shoot has attained a height of many centimeters and formed a number 
of well-developed leaves (Fig. 308, II). The appearance ofthe shoots above 
the ground also may be quite suppressed, and the shoot, instead of forming 
a photophilous shoot with foliage and flower, may continue its growth as 
a stolon (Fig. 308, I). This depends in general upon the time at which the 
plant has been caused to ‘ shoot out.’ The later this happens the longer time 

elapses before the formation of the stolon 
begins, and one might believe that one had 
completely normal plants under examination 
which were prepared to form flower, until 
one sees the tip of the shoot begin to bend 
downwards, and the formation of stolons 
is entered upon—this being recognized not 
only by the changes of direction, but also by 
the elongation of internodes and the like. So 
long as these stolons remain above ground 
they produce foliage-leaves only which are 
merely smaller than usual, but when they 
pierce the soil kataphylls are produced *; 
in the axil of the foliage-leaves stolons arise, 
which are commonly produced only in the 
seedling-plant. 

These facts will bear it seems to me 
but one interpretation: In the resting geophi- 
lous shoot, processes of metabolism take place 
which cause it to become negatively geotropic 
when it shoots out. These processes require 
a low temperature amongst other conditions. If one raises the temperature 
prematurely, that is to say before the metabolic changes about which we 
know nothing are completed, the stolons will at first be photophilous, but as 
they contain a certain amount of geophilous substance which has not been 
used up—if one may use this expression for brevity—after a certain time 
they bend down again to the soil. There appears thus an inversion of that 
order of shoots which is usual in plants with geophilous shoots—the geophilous 
shoots arise at the base of the photophilous ones, an arrangement the 
advantage of which does not require any explanation The transformation 
of primordia of photophilous shoots into geophilous ones may, moreover, as 
has been proved in some cases ^ be caused also by the early removal of the 

‘ See Part I, p. 356. * See also Pari I, pp. 315, 331. 

^ This IS easily proved by watcr-cultures of Circaea. 



Fig. .^08. Circaca iniermedia. I and 11 , 
portions of stolonifcrous plants whose shoot* 
apex becomes geophilous. 
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primordia of the gcophilous shoots, just as on the other hand a remo\ al of 
the photophilous chief shoot causes * in many cases the geophilous primordia 
in the year of their formation to grow out into photophilous foliage-^hoots. 

Depth in soil of Geopiiilous Shoots. It is the alternation in the 
relationships between the geophilous and photophilous shoots or parts of 
shoots which c\ idcni\yir^//l(j/cs//u'tlej>//i at which the gcophilous.shootsgrow-. 


Many plants have indeed 
no definite depth in the 
soil at which they live best 
because their geophilous 
parts possess no power of 
movement, for example, the 
tubers of Corydalis cava. 
But most of them have the 
capacity to take up a higher 
or a deeper position in the 
soil, whether this is brought 
about by pull-roots or by 
a change in their geotropic 
sensitiveness. 

Polygonatum multi- 
florum. Let us follow, for 
example.thcdevelopment of 
Polygonatum multiflorum. 
The short fleshyshootwhich 
is formed by the seedling- 
plant is at first erect (Fig. 
309 to the left). It has the 
duty, which is performed 
usually only in the second 
year, of bringing into the 



Fig. mk Folvijonatum mulilflorum. W, rliizomo pbcoiLArtiticially 
hight r in soil (han the normal clypth ; iu oimtinuatioii-^hotH Ucti 
grown «iown\vari<$. H, rhizome placml ilt-cpK'r thati Ow •Icpth : 

continuation-^Ikoot has grown upNvar<U. The tJotUvl lines intiic.itcj 
from ft in an«J//paint totlio annual growths in the rhizome. 

llng plant. To tho right iho sec<i rncro>inc the haustonal crul of the 
colylciloM ; //, primary root; w. lateral rootlet arising within the axis 
of the shoot; a, po>iyrior siOe of cotvl.ir ^he.lt]|; v, amonor side of 
same; d, c. kataphvlU on the axis of the doodling. W and /f, reducvil. 
AUk t RiinLrarh. C, magnified. After Irmisch. 


light the foliage-leaf which follows upon the kataphylls. In this way is m.-idc 
possible the further development through the assimilative activity of the 
foliage-leaf. Subsequently the shoot, which is at first monopodial, penetrates 
the soiD and grows there in a horizontal direction (transversely gcotropic), 


Morphologic una Physiologic dcs Ulattes, in Dot.inischc Zeitung, xxxviii 
K . u in darkness of the orthotro|)ous chief shoot in Circac.i sufficcU to c.iusc the 

s 00 nexUhe ajKjx, which would otherwise have been pl.igiotropous, to become orthotropoiis. 

tnnfstuck s licitrap .ur wisscnschaftlichen Potanik, iii (1898^ 17S. P. E. Muller’s view of the 

n of rhizomes in the soil is, to nn thinking. 

^S,geral^. The worm will only sometimes bring ihe rhizome .a little quicker into its definite depth. 

into the”or “ shortening of a pull-rool does not lake the germ-shoot 
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and as It strengthens it turns upwards, forms foliage-leaves ‘ and becomes 

photophilous, whilst a geophilous lateral shoot continues the rhizome If 

one changes the depth by bringing the rhizome nearer the surface the 

contmuation-shoot grows downwards (Fig. 309, A) and the converse is the 
case (Fig. 309, B). 

Similar relationships are found as the investigations of A. Braun, Irmisch, 
Warming, and others, have shown in other tubers and rhizomes. For a de¬ 
tailed account of these relationships I cannot find space here. It must suffice 
if I merely mention this remarkable fact that the depth of geophilous shoots 
is regulated in this wayduring the strengthening period there is an en- 
deavour through apical growth directed downwards to secure a definite 
‘ normal depth,' the retention of which is striven for amongst higher or lower 
plants by changes in depth either upwards or downwards; the action of pull- 
roots, as they have been described in the case of Arum 2, is also important in 
relation to this. The regulation of the depth is effected through the influence 
of the processes of metabolism, as has been shown to be probable in the case of 
Circaea. All geophilous shoots must, so far as they are not saprophytes or 
parasites, send assimilating portions into the light, either single leaves or 
foliaged shoots. Between these and the geophilous shoots, or parts of shoots, 
there exists an exact regulating correlating relationship which, however, we 
cannot penetrate. We name the neutral line between the two that which is 
exhibited in the normal depth. If the lie is deepened there must be, as 
Rimbach has shown, more material used up for the formation of photophilous 
parts than otherwise, and this disturbance of the balance finds its expression 
in a change of geotropic sensitiveness. One might elaborate the picture 
further, in that one might consider that the bearers of the positive and geo¬ 
tropic sensitiveness are separate and distinct entities which by the capacity of 
their metabolism can increase or diminish and so sometimes hold the balance 
even, whilst at other times they might give a preference to one side or the 
other. But even then one would only arrive at an incomplete picture of 
phenomena requiring further investigation. 


Photophilous Shoots in the soil. The photophilous shoots which 
are laid down under the soil show different adaptations which enable them 
to bore through the soiP. These are essentially the same as those which 
are found in many seedling-plants, for exampleconvex bending upwards of 
the axis or of the leaf-stalk, which facilitates the boring through the soil and 
the drawing out of the leaves ; protection by a kataphyll, like the coleoptile 
of the grasses, in erect shoots and so on. Where the leaves bore through the 


• It is characteristic that the foliage-leaves arising directly upon the rhizome are here stalked asjj 
Paris. Those on the photophilous shoots are sessile. Another e.tample of the 

'°°SrArcschoug. Beitrage zur Biologic dergeophilen Pflanzen, in ActaUniversitatis Lundensis, xxxi 


(1896). 
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soil in the erect position we find the parts that are in front in the movement 
especially arranged to facilitate the passage through the earth. This is seen 
in the leaf-tips of many monocotylous plants, for instance in Gagea arvensis, 
where the apex of the leaf is conical and is somewhat horny at the tip. whilst 
the rest of the leaf is flat. But I have no room for a description of these 
phenomena. 


THE SHOOT IN THE SERVICE OF REPRODUCTION 

I 

INTRODUCTION 
A. Gemmae. 

Space forbids the discussion of the different arrangements which we find 
in connexion with the formation of gemmae, but there are two illustrations 
which may be quoted to show the connexion between form and function. 
One of them is from the domain of the Pteridophyta, the other from the 
Spermophyta. 

Lycopodium. L)xopodlum Selago and some other species of the genus, 
for example, L. lucidulum and L. reflexum, form short deciduous shoots or 
around which considerable literature has collected *. They fall off as small leafy shoots 
provided with the primordium of a root. They are not, as is usually the case, abscised 
at their point of origin from the chief shoot, but separate above their base, and the lower¬ 
most part of the shoot remains with some leaves. The point at which they fall off 
(Fig. 310, IV at .< 4 ) is prepared^the axis of the shoot is here thinner, so that it 
easily breaks through. What then is the significance of the leaves that remain 
behind ? Formal morphology has considered it sufficient to assume that the anterior 
of these (Fig. 310, II A) is the ‘axillant leaf,’ which is ‘ concrescent' with the bud- 
shoot developed in its axil. But this explanation is not very illuminating because the 
Lycopodineae do not generally possess axillary branches, and this leaf is inserted 
higher up upon the axis of the lateral shoot than the two lateral leaves. To me it 
appears that the lowermost leaves of the gemma can be nothing else than its bud-scales. 
We see that the leaf which stands on the outer side is the most strongly developed. 
It is concave inwards, and forms with the adjacent leaves of the mother-shoot of the 
bud a protective cover to this on the outside, and the other bud-scales fit in with it. 
By the elongation of the shoot-axis below the bud-scales the gemma is raised up 
beyond the foliage-leaves, and can thus be easily distributed; and indeed the bud- 
scales evidently help in this distribution, for it is probable that an abjection of the 
gemma takes place here, brought about by the pressure which its first two leaves 

* See Hegelmaier, Znr Kenntniss dcr Gattung Lycopodium, in Botanische Zeitung, xxxii (187^), 
*’ history—Dillenius, Historia muscorum, p. 436. tab. 56, gave a good description 

o the gemmae, as also did Hedwig, Theoriagenerationis et fructificationis plantarum cryptogamicarum 
uinnaei, Lipsiae, 1797, p. tij, who took them to be male flowers. 
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exercise upon the adjacent leaves. These leaves experience a certain tension, and 
When this is released the gemma can be cast out for some distanced 

The first leaves of the gemma possess a peculiar conformation. They are at 
first filled with reserve-material, and facilitate therefore rapid further development in 
the germination. Then the first two lateral leaves, whose surface is originally vertical, 
experience a torsion whereby their fiat sides are turned upwards (Fig. 310, III)» 
At the same time these leaves are asymmetric, as the course of their mid-nerve’ which 



Fig. 510. Lycopodiom Selago. 1 , \itw from above of 
the snmnnit of a dichotomy. Br^ gemmae standing all on 
the outer sides of the shoots only. II. portion ofCneapex 
of a shoot in transverse section. The leaves of the gemmae 
are shaded. anterior leaf ia the gemmae. 11L gemma 
in transverse section; the $torage*Ieavc$ are shaded. IV, 
gemma in loogitadinal section. line of separation; 
primordium of a root. 


is but slightly developed, shows. The 
asymmetry evidently depends upon the 
almost horizontal position of thegemma, 
which diverges greatly from the erect 
growth which all other shoots of Lyco¬ 
podium Selago have. The torsion of 
the leaves enables them to make use 
of the light belter *. Evidently a part of 
the food-material accumulated in the 
bud is produced by its own activity. 

It is interesting to see here how 
under definite conditionsaconfiguraiion 
appears which is found generally in the 
plagiotropous shoots in another species 
of the same genus. The large flat leaves 
of the gemma may further serve also 
as a kind of parachute, and thus aid the 
distribution. Altogether the gemmae 
exhibit marked, and in more than one 
relationship, excellently constructed 
organs for spreading; the special fea¬ 
tures are: 

1. The construction of the shoot- 
axis—basal portion to raise up the gem¬ 
ma, point of rupture higher up. 

2. The leaf-formation—bud-scales 


which persist and serve as agents in the abjection; storage-leaves; torsion of the 


first two leaves. 


With regard to the origin of the gemmae, according to Hegelmaier they arise 
at the position where otherwise a leaf would have developed. The morphological 
explanation of this behaviour must be passed over here. I would only say that it 
appears easy to understand that the slender gemma from the outset would take up 
a smaller space on the apex of the shoot than the strong dichotomous shoot. The 


* In favour of this it may be noted that the two bud-scales right and left of the gemma curl 
inwards concavely after the gemma has been set free. Mr. F. Lloyd informs me orally that he has 
seen the abjection. 

* Sec Part I> p. 105, where a like phenomenon is described in Lycopodium alpinom. 

* See also what has been said above about the effect of pressure. 
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fTcmmae are not disposed all round tlie shoots, but are arranged unilaterally (see 
Fi". 310. !)• “ 1 ’®’’ which the gemmae stand appears to me to be always 

the cnur side with regard to the whole stock (see Fig. 310, I). In two shoots of 
a fork whicli bear gemmae tlie gemmae will not, or will only exceptionally ‘ stand 
upon the sides of the shoots which are turned towards one another. We have here, 
it seems to me, one of those frequent cases 6f furthering of the outer side to which 
I have several times referred. 

Finally it may be mentioned that the formation of the gemmae takes place under 
conditions other than those under which the sporangia appear. We find them chiefly 
on the upper* part of the year’s shoot. The leaves in this part have no sporangia, 
or only aborted ones, in their axils. Subsequently sporangiferous leaves are formed. 
The conditions under which the two kinds of organs develop have yet to be deter¬ 
mined experimentallj-. Adaptations like those which have been so briefly de[)icied 
are found in many Spermophyta. The gemmae of Lycopodium are distinguished by 
no ver\- great characters from the bulbils of many species of Allium and Lilium. 

Remusatia Vivipara. This aroid bears, as has long been known, a mis¬ 
leading descriptive specific name. There is no ‘ vivipary,’ that is to say, continuous 
development of the seed, without a resting period; there is only the formation of 
gemmae. ”I he gemmae arise characteristically on kataphyllary shoots^ which are 
crtholropoHs and stand up from the far-creeping stolons. The gemmae are small 
tuberous shoots which easily fall off. Their outer leaves are kataphylls and have 
hooked incurved leaf-tips, so that the gemmae can be easily distributed by animals, 
which their position on orthotropous shoots makes easier than it would be were they 
to >pring from shoots on the surface of the soil. It appears that the propagation of 
this plant by gemmae far outstrips that by seed, at least under certain conditions *. 

Tlie relationships of configuration of the gemmae to their function as 
organs of distribution is evident without further comment in the cases men¬ 
tioned above, but we do not know the conditions for their formation. 

Whilst I pass over with this brief mention those gemma-shoots, I 
mu.'t give a very full account of the formation of the jlon’cr. 

B. The Flower. 

I understand here by the term ‘flower’ a shoot beset with sporophylls^, 
that is to say, leaves bearing sporangia. Such a shoot consists, as do all 
shoots, of two parts: an axis—here the Jhnvcr-axis —and the leaves of which 
in the flower there arc two kinds, the ones which arc thcsporophylls— 

' I founU such an exception in a shoot whose twin, that is the other one belonging to the same 
< ichotomy, was arrested at an early period. Upon it the gemmae were disposed radially. 

I Using the ordinary expression; to me, however, this part seems rather the under. 

liiese are distinguished anatomically by .m early development of cork. 

"'Rht, leones Plantarum Indi.-ie Orientalis, iii, PL 900, says that the seed-bearing form is 
‘exceedingly rare’ at Coortallum. where the formbearing gemmae is abundant. Probably seed- 
bearing takes place under other conditions than th.at of gemma-formation. In plants cultivated 
tn plant-houses the formation of gemmae takes place regularly. 

This expression was originally used by Schleidcn, but has only come into general use within 
recent years. 
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sometimes only one in numbcr-and the m.cssemiaiones, which are frequently 
absent, and are the leaves which form the envelope of the flower. 

The flower is a shoot of limited growth in a number of Pteiido- 
phyta, and in all Spermophyta with the exception of the female flower of 
Cycas*. Consequently in many the flower-axis is only slightly visible. It 
is sometimes entirely used up in the formation of the one or many sporo- 
phylls m the case of the Angiospermae, a fact the neglect of which has led 
to many false deductions. From this definition of the flower, which is based 
upon the results of Hofmeistcr’s comparative investigations into the history 
of development, it follows that the old Linnean conception of the ‘Crypto- 
gamae’ as flowerless plants is untenable, because we must speak of the flower 
of the Ptcridophyta if the portion of the shoot which bears the sporopiiylls 
is different from the vegetative shoot, as is the case when the sporopiiylls are 
not mixed up with the foliage-leaves, but are confined to definite regions of 
the axis of the shoot. As in the case of all groupings and definitions, how¬ 
ever, it is a matter of subjective opinion where one will draw the limit. It 
will be hardly necessary, for example, to designate as ‘flower’ thesporiferous 
portion of the shoot which is developed in regular alternation with the 
foliage-leaves in the fern Onoclea Struthiopteris. If we do this in the case 
of the genus Cycas, where quite similar relationships occur, it is only 
because in the other Cycadaceac the flower is sharply marked ofif from the 
vegetative shoot, and also upon comparative grounds. Moreover we find in 
the rudimentary^ flower of the Ptcridophyta all stages from the ordinary 
configuration of vegetative shoots^ up to flowers which, like those of Equise- 
tum, are large, and have for long been recognized as having a resemblance 
to the male flowers of many Gymnospermae^. 

If one wishes to construct a picture of the origin and development of 
the flower one must start from the flower of the Ptcridophyta. Such a con¬ 
struction can only be a probable one for evident reasons. I shall here only 
indicate some general points which must be taken into consideration in 
regard to this. 

I. The arratigement of the sporophylls on the shoot differs in many 
Ptcridophyta from the arrangement of the foliage-leaves upon the shoot. 
Both evidently were alike to begin with. Two pos.sibilities are offered to us: 

{a) The arrangement of the sporophylls is the original one, that of the 
foliage-leaves has been derived ; 

{d) The converse is the case. 

It is commonly held that the second alternative is the correct one. 

I shall recur to this subject when I speak of the flower of Selaginella. 

’ Also Dacrydiom Colcnsoi (?), see Fig. 34S. 

’ Using this term in S.ichs’ sense. 

’ The sporophylls frequently resemble the foliage-leaves in this group. 

‘ See Von Mohl, Vermischte Schriften botanischen Inhalts, Tubingen, ifi45, p. 90- 
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a. In any comparison of the flower of Ptcridophyta with that of Sper- 
mophyta the heterosporous l.ycopodincac and Isoctaceae must be taken 
account of. especially because in tliem, more than in the heterosporous 

Filicineae. we can speak of flower. In them : 

{a) The microsporophylls and megasporophylls of the flower appear 

in relatively large • indefinite ’ number. 

(d) The megasporophylls are less numerous, for instance, in Sclaginella*. 
(c) A separation between male and female flowers has not been 
discovered in any living Ptcridophyta. We meet with only an occasional 
indication of it in Selaginclla. Herma¬ 
phrodite flowers, at least in the morpho- 
loeical sense, arc therefore the primitive 
type. But if, for example, we tried to 
derive by arrest the unisexual flowers 
of the Gymnospermae from hermaphro¬ 
dite flowers because WcUvitschia show.s 
in the male flowers the rudiment of a 
female organ, or if we tried the converse, 
we should be speculating upon very 
insecure foundation, because, in the first 
place, the Gymnospermae certainly arc 
no single group, and secondly, the separa¬ 
tion of the flowers into male and female 
may have taken place in their ptcrido- 
phytous-like ancestors. One must not 
judge of all forms by one. 

Hermaphrodite flowers occur now occa¬ 
sionally as a ‘ variation ’ in the Gymnospermae. 

I found them in hundreds in an example of 
Pinus. probably P. mariiima®. The male 
flowers standing near the apex of the twig 

in this example were transformed into female ones. At the point of transition 
I found not infrequently a stamen with a rudimentary ovuliferous scale in its axil 
(Fig. 311, a). Such a flower might serve in phyletic speculation as tlie tvpe 
of a very simply constructed hermaphrodite spermophytous flower from which 
by reduction, concrescence, and transformation of single parts pretty well every¬ 
thing might come. But as regards this I will only point out briefly here that 
the separation of the flowers into male and female has in the case of some plants 
resulted in their different arrangement upon the pl.int. In Pinus the male flowers 
stand in the position of short shoots, the female in the position of long shoots. 
The biological reason for this is clear. The short shoots, as we have already seen, 
are retarded formations compared with the long shoots; they are worse nourished 



FiC. $it. Pinus mahtimx AnOro^vnou^ 
dov^rr in looj^liudinal section; x, micro^poro* 
phvil >^ith ru<limri\(ar>* ovuliferous scale in iis 
axil. Magnified. 


* The reason for this is obvious. 


* At Majori. Analogoos cases arc often described in the literature. 
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tl.an are the long shoots, which occur at the most favourable position for nutrition 
at the end of the shoots. That the female shoots should occupy this position is 
of importance in view of their long-continued further development in connexion 
with formation of seed, whilst the male flowers soon fall away. Similar relation¬ 
ships are found in Juglans, Fagus, Quercus, Corylus, and elsewhere. The different 
position occupied by the male and female flowers in the system of shoots in these 
genera maj, I think, be explained in this way: the ftmah flowers appear in the 
region of the shoot which is best tiourished. In herbaceous plants such differences do 
not appear, and there is absent amongst them also the polar differentiation of the 
annual shoots. We can understand therefore why the formation of the herma¬ 
phrodite flowers in Pinus described above appeared in the upper male flowers, and 
similarly that there is no reason why in the Pteridophyta the male and female 
flowers should have a different place of origin. 


In the following pages we shall first of all deal with the formation of 
flowers and sporophylls in the Pteridophyta, and I may point out now that 
the conformity in habit of the male flowers of the Gymnospermae with the 
flowers of Selaginella and Equisetum is clearly connected with the fact that 
in all of them distribution of the spores takes place by the wind, whilst the 
configuration of the sporophylls is readily understood when it is regarded 
as having a special relation to the construction of the bud of the flower. 


Regarding Terminology. The place upon the sporophyll at which the 
sporangia arise, especially if these are in numbers, differs frequently from the rest 
of the sporophyll. We designate this spot the placenta, and its function is to enable 
the sporangia to obtain a larger amount of nourishment h We can understand 
therefore why solitary sporangia do not sit upon a placenta. They are found in 
Ceratopteris, the Schizaeaceae, Osmundaceae. The expression ‘ receptacle,’ which 
is often used for the point of origin of the sporangia, is, I think, unnecessary. The 
designation placenta, which comes from the Spermophyta and took origin in a false 
comparison with the animal kingdom, is now so commonly used that it can 
scarcely be ousted. We use it according to the above definition in a biological, 
that is to say a functional, sense, and its use simplifies the nomenclature. 


II 

THE SPOROPHYLLS AND FLOWER OF 
THE PTERIDOPHYTA 

A. GENERAL FEATURES OF THE SPOROPHYLLS. 

We have assumed that the spore-bearing organs of the Pteridophyta 
and Spermophyta are produced by the leaf-organs which are designated 
sporophylls. In how far the microsporangia or megasporangia of the Sper¬ 
mophyta take their origin always from microsporophyll or megasporophyll 
will be explained when speaking of the formation of their flower. 

' Especially by storing up food-material, which afterwards can be used in the development of the 
sporangia. 
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In the Ptcriclophyta the origin of the sporangia from leaf-organs is 
ilmo't cverywlicre conspicuous. They stand iti the l-'ilicineae tnosily upon 
the under side or upon the margin of the leaf, in the L> copodineae upon 
the upper side of the sporophyll, in Kquisetum uniformly around it. 

In Selaginclla alone do the sporangia arise upon the vegetative point 
of the shoot immediately above the primordium of the sporophyll, and this 
is the case also in Selaginclla spinulosa. although sonic authors ha\ e said 
that the sporangia arc leaf-borne in this species h Hypothetically the leaf- 
borne origin of the sporangia might be explained cither by supposing a 
‘ displacement,’ or that in consequence of the 
relatively early appearance of the primordia 
of the .sporangia the cell-layers out of which 
they arise (Fig. 312, j,6, 7, h) would be drawn 
into the formation of the leaf if the formation 
of the sporangia did not begin, but this picture 
must remain purely conjectural until it is 
proved that the primordia of the sterile leaves 
of Selaginclla do really extend gradually 
upwards. The whole question has lost inter¬ 
est since we have recognized that the place 
of origin of an organ is not critical for its 
‘morphological ’ significance. 

The function of the sporophyll is not 
only to produce the sporangia but also to 
protect them in their youth, to aid in the 
scattering of the ripe spores—in seed-plants 

to promote pollination and fertilization. It is easy to prove in many cases 
that the conformation of the sporophyll has a relationship to these functions, 
and this is evidently the reason why frequently its configuration differs so 
markedly from that of the foliage-leaves. In considering therefore the 
sporophylls from the organographical standpoint we have to seek for an 
answer to two distinct questions: 

1. The biological one—in what relationship does configuration stand to 
function ? 

2. The purely morphological one—in what genetic relationship do the 
sporophylls stand to the foliage-leaves ? 

We might add a third question, namely—what are the efficient causes 
of the configuration, especially in cases where the sporophylls diverge far 
from the foliage-leaves ? 

To answer this third question we have not at present the necessary 


Goebel, Beitnigc zur vergleichenden Entwicklungsgeschicbte der Sporangien, in Botanische 
Zciiung, xxxviii (1880), p. 561; Gliick, Die Sporophyllmctamorphose, in Flora, Ixix (1895), p. 355. 



Fig. uj. spinulosa. Young 

sporophyll primordi^L of sporanci<i. o. 
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foundation. The answer to the other two is possible, although here also we 
have not yet the insight which is to be desired. 

Biological relationships scarcely give us the cause of differences ; and 
indeed only the arrangements which serve for the protection of the sporkngia 
are the biological ones which have been mainly considered, although, as we 
now know, there are relationships of configuration which are connected with 
the distribution of the spores. 

Biological Relationships of Sporopiiylls. Amongst the Pteri- 
dophyta the sporophylls present striking differences according as the 
distribution of the spores takes place by water or through the air. The dis¬ 
tribution through water occurs in the case of the sporophylls of the Mar- 
siliaceae, and these externally arc very like the fruits of many Spermophyta. 
They owe their conformation to the circumstance that they are adapted to 
pass through a resting period*. They have the sporangia sunk within the 
sporocarp, and the tissue of the sporocarp is so arranged that it is only upon 
the entrance of a quantity of water that the opening of the sporocarp is 
effected by the swelling of the tissue whose function it is to do so. The 
advent of water is also necessary for the germination of the spores. Sporo¬ 
phylls which produce spores that are scattered by the wind facilitate the 
process of shedding by their position ; for example, in Aneimia, Onoclea 
Struthioptcris, Helminthostachys (Fig. 319), and others, the sporophylls are 
erect and projected beyond the vegetative parts, an arrangement which is 
repeated in the strobili of the Lycopodincae and other forms. The diminu¬ 
tion in the amount of the assimilating tissue in many sporophylls relatively 
to the foliage-leaves—and in some cases this goes so far that the assimilation- 
tissue disappears altogether—will also make more easy the scattering of the 
spores. In the configuration of the sporophyll too less specialized arrange¬ 
ments for the distribution of spores are needed the more spores there are 
formed, or the easier these can acquire favourable conditions of germination 

Whilst there can be no fundamental difference of opinion regarding 
these relationships, it is otherwise with regard to the interpretation of 
morphological points involved in the relationship of the sporophylls to the 
foliage-leaves. 

Relationship of Sporophylls and Fertile Leaf-parts to 
Foliage-leaves. The close relationship of the two is clear. In many 
cases they are entirely alike in their configuration, for example, in Aspidium 
Filix-mas, and many other Leptosporangiate Filicineae. In others there aie 
gradual transitions from ordinary foliage-leaves, which are at the same time 
sporophylls, to leaves which are sporophylls alone—transitions which we 
know also to occur between foliage-leaves and hypsophylls, and tendrils, 

* In this period protection against drought is what is required, 

^ A like relationship mutatis Mufandis has been already pointed out in e case o e ar 
See p. 312. 
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and-bud scales, and storage-leaves. After the analogy of these it seems fair 
to conclude that the sporophylls also are merely more or less transformed 
foliage-leaves, and we have seen further that the history of the development 
ofthesporophyll conforms ofton during a long period with that of the foliage- 
leaves ; besides, we can experimentally cause the primordia of sporophylls to 
develop into foliage-leaves if we destroyer suppress the formation of sporangia. 
This happened in the cases of Onoclea Struthiopteris' and Selaginclla 
mentioned above *. 


Experimental Proof in Onoclea Struthiopteris. The mature sporophylls 


of Onoclea are very different from 
the foliage-leaves; they are much 
smaller, quite erect, their differen¬ 
tiation of tissue and their external 
segmentation come to maturity 
much more rapidly than in the 
foliage-leaves. The plant is especially 
favourable for research because the 
sporophylls alternate regularly with 
foliage-leaves. Every year there 
arises at the beginning of the vege¬ 
tative period a number of foliagc- 
leave.«, and at its end, so soon as the 
plant is strong enough, a number of 
sporophylls. If now all the foliage- 
leaves be removed from a plant whose 
sporophylls arc not yet mature, folia¬ 
tion of the sporophylls may be caused, 
that is to say, the pi imordia of the 
foliage-leaves arc checked in their 
development to sporophylls and de¬ 
velop further as foliage-leaves. The 



most various intermediate stapes be- fic. .»n. lamij. notrychmm Lun.iri.-» pinnae gf 

_ , ,, ..... . tlvrilc ponion ol the le.H bearinc sp<.rani;ia. 

i»\een sporophylls and foliage-leaves siruthionteris, t, ie.tr iirtwcen a 

a „ .L . 1,7 fol'aci-l'-af anil .t ^po^opllvll prcxiuccil etpctmieiitallv. 

arc inereoy produced, and one of 4*'"'“Sich have become sicnie in iiiiferent 

. ucgrcc*. Rc^Iucvil. 

these IS represented in Fig. 313. It 

might be said teleologically that the plant sacrifices its propagative organs 
in order to preserve its vegetative condition. 


Experimental proof in Selaginella. Selaginella offers a second case 
m which a correlation between the formation of sporangia and the configura- 
lon of the sporophyll diverging from that of the foliage-leaf has been 


HkiinsUichc Verghinang der Sporophyllc von Onodea Strulhiopteris, lloffm,, hi 
bolanischen Ges<rllschaft. v (,887). p. Ixix. A.kinson repeated his research 
wim the same results m the case of Onoclea sensibiUs. » See Part I, p. 216. 
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expenmentally proved The sporangia in this genns are arranged in spike- 
.ke strob.l, If these are cnt off and used as cuttings they grow out vegl- 
t.vely and the contrast between the two forms is very marked becausf the 
t^robd. m most species of Selaginella are isophyllous, whilst the vegetative 
oots arc amsophyllous-. The sporangia abort in the upper part of the 
st.ob.lus 'vhtch IS used as a cutting, and the leaves upon the newly formed 
portion of the shoot take on the ordinary form of the foliage-leaf. 

The features thus artificially produced appear spontaneously in nature, 
bomctimes sporophylls show a partial virescence, that is to say, may appear 
to have a vegetative formation, sometimes parts of foliage-leaves which nor¬ 
mally bear no sporangia occasionally produce these and assume then quite 
the configuration of sporophylls. We may quote as an example: 

Botrychium Lunaria. The sporophyll arises upon the upper side of 
the sterile leaf in this plant. It is richly branched, and the sporangia arise 
at the end of a vein on its margin somewhat approaching the upper side. If 
we compare a large number of examples we shall find that the difference 
between the sterile and fertile portion of the leaf is not constant, although 
in the majority of cases it is sharply marked. The variations, however, take 
different directions. The normally fertile portion of the leaf, the sporophyll, 
may become entirely or partially sterile, or the sterile portion of the leaf may 
become entirely or partially fertile. In both cases there are intermediate 
forms such as are shown in Fig. 313, i and 2. On these it may be clearly seen 
that the more the sporangia appear the more is there a division of the leaf 
into single segments, and the more do the leaf-lobes elongate and narrow. 
The sporangia are in these cases normal, and one cannot therefore speak of 
a malformation associated with a destruction of the function, as is the case 
in the phyllody of ovules. 

These facts furnish irrefragable proof that there is a causal connexion, 
which we call correlation, between the formation of the sporangia and the 
divergent configuration of the sporophyll ; and if we read into this further 
and say that the sporophyll arises from an earlier or later transformation of 
the primordium of a foliage-leaf, this is founded upon the fact that in all known 
Pteridophyta and Spermophyta the foliage-leaves appear first in the course 
of the development and are followed by the sporophylls. It by no means 
follows that we must interpret this process as also phyletic^. The reasons 


* See Goebel, Beitrage zur Morphologic und Physiologic des Blattcs, in Botanische Zeitung, 

xxxviii (1880), p. S21; Behrens, Ober Regeneration bci den Selaginelleo, in Hora.lxxxiv (Erganznngs- 

band zum Jahrgang 1897), p. 163. The literature is cited here. 

’ See p. 506. 

’ Many authors who have dealt with these questions do not separate these two sides of the 
question. What I have been speaking of above is based upon the relationships as we see them 
now. It does not touch questions of phyletic speculation. So long as we know so little about the 
things that surround us, it will be more profitable logo more into //5«> life-conditions before exorcising 
the shades of the past. There is nothing in the way of the assumption that originally all leaves were 
sporophylls, and that the formation of sporangia was introduced at a stage in the life which was 
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which liavc made it probable that the sporophylls are phyletically the older 
will be spoken of when the sporangia are discussed 

The interpretation of the sporophylls as transformed foliage-leaves sup¬ 
poses that they conform to foliage-leaves or parts of foliage-leaves in their 
position and their origin. This appears in many eases but not in all. I hat 
the sporophylls conform to the foliage-leaves in their position requires 
no illustration licre. It is well known and seen everywhere. But tlic con¬ 
formation of the sporophylls to the foliage-leaves or 
parts of foliage-leaves in respect of their origin is of special 
importance for the theoretical interpretation of the sporo- 
phyll. 

In the Lj’copodineae, Equisetineae, the Marattiaceae, 
Polypodiaceae. Glcicheniaceac. most Schizaeaceae, Osmun- 
daceae, the sporophylls do not differ in position and origin 
from the foliage-leaves. 



■t 
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Fio. .^14. Scliiuca 
rupvstri^i. Sporophyll. 

Natural 

Sporophylls and fertile leaf-parts as new form.ations. In 

Schizaea, the Marsiliaccae and Ophioglossaceac we find that they do differ ; 
the sporophylls or the fertile leaf-part cannot be traced back to a transfor¬ 
mation of a sterile portion of a leaf, but they are really //cji; formations, 
which have no representation on the sterile leaves. The following examples 
will illustrate this:— 

(I) Leptosporanoiate Filicineae. 

SCIII/^AEACEAE. In this family the relations hips are the simplest in so 

later the larger the dimensions attained by the sporophyte. We have indeed before now seen that 
cn m the seedhng-p .mt the configuration may be changed by adaptation. As in plagiotropous 

plaR.otropous ones, although it is in the 
behest degree probable that the orthotropous are phyletically the oiler, so also at the present day 
the sporophylls proceed from the foliage-lcavcs. . See p. 510. ^ 
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far as the sporophylls although new formations appear in the same position 

as do sterile leaf-parts elsewhere. We may first of all discuss the case of 
ochizaea. 

Sohizaea Rupestria. I have examined Schizaea rupestris which I 
collected in Australia. The sterile leaf is here elongated, linear, and traversed 
by a single nerve. It grows by means of a two-sided apical cell. No branch¬ 
ings are laid down. The fertile leaf (Fig. 314) bears at its apex a number 
of pinnules which produce sporangia in two rows, and the terminal part of 
the leaf is likewise fertile h The history of development shows (Fig. 315) that 
these fertile portions of the leaf develop as outgrowths of the margin beneath 
the continually growing apex (Fig. 315, 52, 53. 5 ,). There is formed 

in each of these outgrowths a two-sided apical cell, and thus the sporiferous 
pinnules grow like the whole leaf. One would have the sterile leaf if one 

removed the fertile 
upper portion as it is 





shown in Fisr. 


3 ^ 5 - 


The appearance of the 
fertile parts here as 
new formations only 
supplies a specially 
instructive example of 
the fact that the deve¬ 
lopment of sporangia 
occasions a richer seg¬ 
mentation than exists 
in the sterile leaf. 

Similar behaviour 
is found inothergenera 
of the Schizaeaceae, for instance in Aneimia and Lygodium. In Mohria 
there is no essential difference between the sporophylls and foliage-leaves. 
That the striking conformation and disposition in Aneimia facilitates the 
distribution of the spores will be shown later 

POLYPODIACEAE. This family furnishes another example of like fea¬ 
tures :— 

Asplenium Dimorphum. Fig. 316, I and II, show two pinnae of the 
first order of Asplenium dimorphum. The sterile pinna, I, is strikingly 
different from the fertile one ; its pinnules of the second order are broad, only 


FiC* ^f6. Asplenium dimorphum. 1, sterile pinna. II, fertile pinna. 
Ill, transit ion* form. All reduced 


' The sporangia are tuar^inal on the pinnules of the sporophyll. The same is the case with the 
sporangia of the Marsiliaccac, although the relationships are evidently quite different. In bot^H 
cases it is noteworthy that the fertile pinnules and sporangia conform to one another as regards 
their place of origin, and this is of value in relation to the hypothesis which derives the vegetative 
formation of the leaf from sporangia which have become sterile. 

* See p. 592. 
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indented at the margin, whilst in the fertile leaf the pinnules of the second 
order are again pinnatifidly cut with narrow pinnules of the third order The 
case of Schizaca does not differ essentially from tin's. 

MAKSILlACliAE. In the Marsiliaceae we find relationships which 
conform essentially to those of the Schizaeaceac. It is evident that the 
peculiarly formed sporocarps in the species of Marsilia arc outgrowths of the 
sterile leaves. To the solitary sporocarps in Pilularia another origin was 
formerly in part assigned, but they also arise from a foliage-leaf- as 1 liave 
stated, and as the thorough investigations of Campbell, Gliick. and 
D. S. Johnson have confirmed. The relationships in the species of Marsilia. 
w hose leaves bear a large number of sporocarps, arc specially peculiar, for 
instance in M. polycarpa:— 

Marsilia Polycarpa^. The sporocarps arise in acropetal serial succcs.sion 
upon the part of the leaf-primordium which becomes stalk (Fig. 317). The 



F(C. 317. Marsili.i polycarp.*!. I, lower part oi a sporophyll with sporocarps in profile. H, youo^ 

sporupbvil seen from above. Ill, younger sporophyll in profile. primorttium ot a pinnule; young sporocarp. 
Magmficti. 

first arc laid down before the vegetative pinnules are present upon the leaf- 
primordium. As we have here a large number of sporocarps the plant is 
particularly suited for an accurate investigation of their position. The fertile 
segments spring from the margin of the sterile leaf. They arise, however, 
only on one margin in a series one above the other, although at the same time 
the serial arrangement is not always very strongly maintained, being probably 
affected by relationships of space. Fig. 317, III, shows clearly that the 
sporocarps assume upon the leaf-primordium the same position in space as 
do the sterile pinnules; the lowermost pair particularly^ clearly appears as 

' This c.-ise difTers somewhat from th.it of Schizaca bccansc on the sterile leaf also the apex of 
each nerve corresponds to the vegetative point of a leaf (see p. -513), which in the fertile leaf 
develops further, but in the one-nerved sterile leaves of Schizaea pusill.-x the leaf is 'potentially’ 
also quite simple. There is however only a gra<icd difference. There arc moreover species of 
Schizaea with dichotomously branched sterile leaves. 

• See Goebel, Bcitragc zur vergleichendcn Entwicklungsgcschichte dcr Sporangien: Uber die 
‘ Fracht ’ von Pilularia globulifera, in Botanische Zeituog, xl (1S82), p. 771. 

’ 1 g.athered the material for investigation some years ago in South America. .\s to the specific 
nameMarsilia polycarpa I consider as an ‘ aggregate ’ species, especially as A. Braun himself was 
doubtful whether bis Marsilia subangulata was actually different from Marsilia polycarpa. 

‘ In the profile view only one pinnule is naturally visible. 
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a marginal outgrowth quite as the pinnules already described in Adiantum 
bdgeworthi . Tlic arrangement of the cells is different: the sporophvlls 
grow for a long time by a two-sided apical cell, just like the apex of the 
sterile leaf; the sterile pinnules show from the beginning a marginal growth 
with diverging anticlines at the apex. I must not, however, attach much 

weight to this difference. We have already seen^that the arrangement of the 

cells at the apex of the leaf in ferns has a connexion with the confi«Turation 
which will be reached; we need not therefore wonder that the sporocarps 
which develop into greatly elongated bodies show a cell-arrangement different 
from that of the flat leaflets. We have besides seen in Schizaea rupestris 
fertile leaf-pinnules growing with a two-sided apical cell, and these are marked 
out in like manner by an elongated conformation and absence of development 
in surface. The branching of the fertile leaves in Marsilia is, however, uni¬ 
lateral, and in this they show a difference from the sporophylls of Schizaea. 
The leaf of Marsilia stands obliquely upon the dorsiventral rhizome, the 
anterior leaf-margin being deeper than the posterior one. It is from the 
anterior one that the sporocarps spring, and this disposition is still visible 
even in the mature condition, as the leaf-stalk has a channel upon its upper 
side^ This unilateral position of the fertile leaf-portion is a striking one, 
and may be connected with the dorsiventral character of the whole shoot. 
Also the lateral buds stand upon the anterior margin of the leaves, and they 
find here at first just as do the sporocarps a specially protected position 
between the shoot-axis and the leaf-primordium. Unilateral formation of 
pinnules is found also elsewhere amongst the ferns, for example in the leaves 
of Pteris semipinnata. We may also compare the unilateral development of 
the fertile leaf-portions with the cases already described* of unilateral pinna- 
tions, for example of Anthyllis tetraphylla and other Leguminosae, only we 
saw there that we had to deal with a phenomenon of vegetative adaptation 
standing in relation to the dorsiventral construction of the whole plant. 
Putting aside phyletic speculation, such an adaptation can scarcely be admitted 
in the Marsiliaceae; but it is striking that a similar development is re¬ 
peated in the Marsiliaceae, which are likewise dorsiventral. The important 
point is, however, the proof that the fertile leaf-portions, even where they 
appear in relation to the sterile leaves as 7 iew forinations^, yet confonn in 
position atid origin to the leaf-pinnules. 


' See p. 316, Fig. 204. The last two pinnules arise when the apex of the leaf-primovdinm has 
already expanded. It forks in more feeble primordia. 

^ See p» 31(5. 

’ See A Braun, Neuere Untcrsuchungcn iiber die Gatlungen Marsilia and Pilularia, in 


Monatsberichtc der Berliner Akademie, aus dero jahre 1870, p. 653. 

^ Sec Part I, p. 121. Also the facts mentioned Part 1 , p. 88. In Fig. 228, IV, the pinnate eaves 

are partly unilaterally developed, so that the phenomenon is not at all rare* 

^ In many species of Marsilia many sporocarps are seated upon one stalk, for instance olten 
in Marsilia quadrifolia. Usually we have a branching of the sporocarp, of which Johnson ha. 
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(II) Kusporanc.iate Filicineae. 

Oi’HlOGLOSSACEAE. In this family, at least in the large majority of 
species, the condition is somewhat diftcrent. The sporophyll docs not ai ise 
upon the margin, but upon the uppi-r side of the sterile leaf-portion. In 
Ophioglossum palmatum the marginal position is also found, but in most 
cases the sporophyll arises here also from the upper side of the sterile leaf, 
but more or less near its margin*. The history of development is unfortu¬ 
nately unknown. It is possible, although indeed not very probable, that the 
sporophyll originally marginal has become displaced upon the upper side. 
As it is we can give some ‘ reasons,’ or rather hint at some relationships, which 
account for the divergent position of the sporophyll even in the Ophioglos- 



i. uH. Hflmliithosiachys xrylanica. I. youn^ leaf in proClt*. Tlie stfnir pinnules cover the spofopUyll, the 
of which, 6', is projectine. but at a later {K-rtoO wouhl be cowreJ. II. leal in transverse ccclion 1 //f, leaf. 
\ 5 /. sporophyll investe*! by the pinnules of the sterile Icabpan. Ill, sporopliyll in transverse svciion; 


Fig. 
point 
stalk 

.S\ sporangiophore. IV, voung ioliai;i.-leaf in transverse 
tty uiulcr snie; sMy priinorJium of miO'Vcin. 


section; primorvlium of lamina; upper »itlc 


saceac. It is laid down very carl)', and in correspondence with its 
later construction is relatively very thick. The young leaf is firmly 
ensheathed in envelopes, and the position of the sporophyll upon the upper 
side of such a primordium would take up less room than it would were it 
placed right and left; its median position secures that the sporophyll is 
enveloped and piotectcd by the sterile leaf (Fig. 318, II), and this, in a ease 
where there is such very slow development of the leaf as occurs here, must 


traced the history of development in one species. It may be that in other cases an elevation of the 
common base takes place. See D. S. Johnson, On the Development of the Leaf and Jii.orocarp in 

o pni'lart ‘a fof Botany, xii (1898), p. 119; id.. On the Leaf .and Sporocarp 
ot 1 ilulam, u\ Botanical Gazette, xxvi (1898). ‘ * 

of Sporc-ptodneing Members; 11 . Ophiogloss.aceae. London, 
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be of great importance. We shall return below to the phyletic explanations 
which have been given of the divergent position of the sporophyll in the 
Ophioglossaceae. At present I wish only to indicate that the normal branch¬ 
ing of the foliage-leaf in one plane is connected with the provision of an 
assimilation-surface exposed to the light, and that therefore in the biological 
connexion the divergent position of a non-assimilating leaf-segment is o^f no 
importance. As a matter of fact we find the same phenomenon in the leaf- 
structures of the flowers of higher plants^ for example in the formation of 
the corona in Narcissus. Sileneae, and elsewhere, and in the multiplication 
of petals by splitting in double flowers. All these phenomena conform to that 
of the position of the sporophyll in Ophioglossum which has nothing or only 
little to do as an assimilating portion of the leaf. This resemblance of the 
sporophyll of the Ophioglossaceae to a leaf-segment expresses itself also in 
its remarkably dorsiventral character-. 

There is, therefore, no necessity, so far as living plants show us, for con¬ 
sidering the sporophyll as anything else but a foliage-leaf which experiences 
soon or late, sometimes not at all, a transformation; otherwise the relation¬ 
ships of configuration of the sporophylls and of the flowers of the Pterido- 
phyta are so manifold and so important for a consideration of the flowers in 
the higher plants that it will be useful to select here from the larger groups 
some illustrations. The arrangements for the protection of the sporangia 
will be spoken of separately^. 


B. SPECIAL FEATURES OF THE SPOROPHYLLS. 

I. FILICINEAE. 

I. Eusporangiate Filicineae. 

MaraTTIACEAE. In the Marattiaceae the sporophylls are the ordin¬ 
ary foliage-leaves. 

Ophioglossaceae. In the Ophioglossaceae the fertile leaf-portion 
springs from the sterile, which is very different in appearance. It has no 
special assimilation-tissue, and is erect and stalked. The features are 
apparently strictly fixed inOphioglossum^; in Botrychium we find frequently 

' The position of the ovules should be specially considered here. These, for ex.'itnple, in the 
Ranunculaccae are originally marginal on a megasporophyll. Where this forms a basal sac the 
ovule springs from a median position, and in Ranunculus and other genera frequently this is the 
only ovule that remains. Its position is originally like that of the sporophyll of the Ophioglossa- 

ccae to the sterile leaf-part* 

» See especially the sporophylls in Helminthostachys, p. 483. 

' ^icKjelative transformation of the sporophyll is very rare in Ophioglossum. Apart from the 
bmnehing at the apex of many sporophylls. which for our purpose is of the same ^ 
of one record of it, that of Presl, SupplemenU.m tentaminis Ptendographiae. 

Konigl. Bdhmischen Gescllschaft der Wissensch. in Prag, Folge 5, iv (1845-^, • 

specimen Ophioglossi vulgati, cuius spica marginem foliaceum utrmque duas lineas 

tissime venosum habuit.* 
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intermediate formsThe configuration of the sporophyll of Ophioglossum 
and Boti-ychium is described in every text-book, and need not be further 

spoken of here beyond the statement that the sporangia 
in both genera are marginal. 

Holminthostachys The relationships of configura¬ 
tion arc peculiar and remarkable in this third genus of 
the Ophioglossaceae. The sporophyll differs most of all 
amongst the Pteridophyta from the configuration of the 
foliage-leaves, at the same time the construction offers 
interesting points of comparison with features that are 
observed frequently in the formation of the stamens of 
many dicotylous plants. The sporophyll arises as in 
other Ophioglossaceae in the form of an outgrowth upon 
the upper side of the foliage-leaf, which is here divided 
many times into a somewhat palmate form. The lobes 
of the sterile leaf-part are in their juvenile condition 
projected beyond the sporophyll (Fig. 318, I), so that 
the sporophyll is protected upon the one side by the 
downwardly curved sterile leaf-part, and upon the other 
by the massive leaf-stalk (Fig. 318, II). The whole leaf 
is originally covered in a cap-like manner by an out- 
growth of tissue of the shoot-axis. The fertile sporophyll 
is evidently negatively geotropic (Fig. 319), is apparently 
radial, and its surface is densely occupied by supporters 
of the sporangia, which Bower has designated sporangio- 
phorcs. These sporangiophores, simple or branched, only 
rarely bear one, more usually many, sporangia, and these 
are then most frequently disposed in two tiers one above 
another and in a radial manner (Fig. 320). The lower 


Fig. 319. Hdminiho- 
suchysiejrUfiica. Sporo- 
phyll. 



FlO. 3*0. Helminthoitachys seylanica. SporaciPiophore. 
1 , U, simple; III, KV, branched. Ma^ified. 


portion of the sporangiophore is usually narrowed to a stalk-like form. The 
upper part is broadened out and has grown out into lobes, so that the whole 
* See p. 476. 

• Helmiothostachyszeylanica und ihre Beriehungen zn Ophioglossum iind Botrychium, 

Mo d«lschen botanischen Gesellschaft. i (,883), p. 155; Bower, Studies in the 

Morphology of Spore-producng Members: II. Ophioglossaceae. London, 1896. The account 

investigations carried out on material collected by me in Ceylon and 
Java m 1886, and which I have lately re examined. 
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sporangiophore has some resemblance to a sporophyJl of Equisetum. The 
upper broad portion forms a roof above the young sporangia and must be 
considered as a protective apparatus for them. Examination of the youne 
sporophyll (Fig. 321) shows that its radial disposition is only apparent • it 
IS really bilateral or dorsiventral, for there remains upon its upper side ^d 
upon its under side a strip free of sporangia, and these strips are still visible 
in many mature sporophylls. These free strips correspond to the middle 
nerve of the sterile leaf-portion. The sterile leaf-lamina is here, as in the case 

of some leptosporangiate ferns ^ laid down relatively late 
(Fig* •^)* The development of the massive middle 
nerve (Fig. 318, M) precedes that of the lamina, which 
shoots out right and left from a zone of embryonal tissue 
remaining about the middle nerve (Fig. 318, IV, L)^. 
In the case of the sporophyll there is no laying down of 
one leaf-lamina. This is to a certain extent from the very 
first divided into a number of small papillae (Fig. 318, 
III, Sp) which indicate the sporangiophores The re¬ 
markable thing then is that the ‘ division ’ of the lamina 
takes place so very early, and that it does not as else¬ 
where proceed in the plane of the leaf-surface which is 
here undeveloped, but in directions which lie oblique to 
this. We speak figuratively of a division here because 
evidently a leaf-surface to the sporophyll is usually not 
developed, but in its place the sporangiophores appear. 
The leaf-surface may, however, develop in abnormal 
cases, such as I observed in Java in 1883^. The sporo¬ 
phyll had in these examples repeatedly divided at its end 
—thus approaching in its behaviour the sterile leaf-part 
—and the single portions of the leaf contained chloro¬ 
phyll were flattened and were divided at the margin 
into lobes which bore the sporangia. In this case then the sporangiophore 
appeared as a segment of a foliage-leaf Upon these general grounds then 
I regard the sporophyll of Helminthostachys as a portion of a foliage-leaf 
which has become modified at an early period and in a peculiar manner. 
The lamina is replaced by a sporangiophore which appears in its position. 
That the virescence should proceed most easily at the end of the sporophyll 
can be easily understood from the history of development. Fig. 321 shows 



Pig. 3^1. Hdmintho* 
sUchys sevlanka. Young 
sDorophvll ia oblique pro« 
61 e. Tne primordia of 
the sporangiophores are 
dtnitiy clustered on the 
roargin. Magni6ed. 


* See p- 330, and Fig. 207 of Pteris semlata. 

^ The arrangeinent of the cells is different froio that in Pteris semilata. 

’ In many cases there is evidently a common base which one might recognize as the mdimentary 
primordinm of the lamina. In rare cases in Java I found this developed as a wing. 

' See also Bower, Stodies in the Morphology of Spore-producing Members: II. OpMoglossaceae, 

London, 1896, PI. \x, Figs. 138 and 139. 
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that the formation of the sporangiophores decreases towards the end of the 
sporophyll, and there they arise partly in a row. which means that 

the lamina of the sporophyll approaches more the ordinary form 

We can, therefore, trace back the sporophyll to a specially far-reaching 
transformation of the vegetative leaf, and at the same time see that the 
sporophyll of Hclminthostachys in its dorsiventral construction conforms 
with that of Ophioglossum and Botrychium. The hypothesis, which will be 
subsequently mentioned, that the sporophylls have proceeded from a further 
vegetative development of the sporangia, would assume that upon a sporo¬ 
phyll of Ophioglossum the sporangia were chambered by sterile plates of 
tissue nearly parallel with the leaf-surface, and that then these partial 



sporofihylU are creel, have long stalks, anO a narrow FSG. U3« Elaphoglossum spathubtum. Habit, 

lamina. After Christ. After Christ. Natural sisc. 

sporangia grew out vegetatively into sporangiophores. We content ourselves 
here with proving the fact that the sporophj’lls of Helminthostachys conform 
in their primordia to the foliage-leaves, although the two leaf-forms 
appear so very markedly different when we only regard their mature con¬ 
dition. 


2. LEl'TOSrOR.ANGIATE FlLICINEAE^ 

{a) ISOSl’OROU.S I.EI'TOSrORANOJATE FIMCINEAE. 

1 he manifold construction of the sporophyll in this group has been 
already mentioned and it would take me too far were I to give a thorough 
account of it. Onlj- a few points may be noted. 

Extekn.al I■‘OR^[. The sporophylls often are distinguished from the 
foliagc-lcavcs by having a different conformation of the stalk and the 
lamina. The stalk in many of the sporophylls is longer than that of the 
foliagc-lcavcs, and thus facilitates the distribution of the spores (Figs. ^22, 

323)- ■ 

ente''intransformation has proceeded less far, there (he vegetative formation can most easily 
’ See Gluck, Die Sporophyllmctamorphose, in Flora. Ixxx (>895). 


^ See p. 4S2. 
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In the segmentation of the lamina we have to recognize two cases:_ 

(a) The sporophylls have the segmentation of their lamina reduced as 
compared with that of the foliage-leaves ^ This occurs in Onoclea Stru- 
thiopteris, Allosurus crispus (Fig. 324), Acrostichum peltatum, and it is the 
more common. 

{b) The sporophylls have their lamina more richly segmented than is 
that of the foliage-leaves. This occurs in Asplenium dimorphum (Fig. 316), 
and also in Osmunda regalis, Aneimia, and elsewhere. 

Anatomy. The existence of anatomical differences, such as the 
reduction of the assimilating leaf-tissue and so on, in the sporophylls, can 
only be mentioned here. 

It seems to me improbable—at any rate it is not yet proved—that the 
difference in the configuration of the sporophylls when compared with the 



Pig. Allosorus crispus. i, sterile pinnule. 2, 4. transition-stages between sterile an<) fertile pinnules. 

5> fertile pinnule with the margin rolled back. After dlAck. 


foliage-leaves can be always explained teleologically^. More probably it 
is determined by the metabolic processes connected with the formation of 
sporangia, and these cannot always be brought into close relationship with 
the conditions of life. The endeavour to find such connexions is neverthe¬ 
less a sound one. It must have as a starting-point a review of the relation¬ 
ships of life. I may here briefly refer to one illustration:— 

Acrostichum (Rhipidopteris) peltatum. This fern owes its name 
to the configuration of the sporophylls, which indeed are not peltate, but 
which by their undivided lamina, in contrast with the richly segmented 
and frequently forked sterile leaf, are very striking ^ The original resem¬ 
blance of the two often shows itself, however, in the sporophyll by indenta- 


> That is to say the primordium of the leaf has remained stationary at a certain definite stage of 
segmentation. For the protection of the juvenile sporangia such sporophylls are much better suite 

than are those which are much divided. . 

‘ We must always remember that the configuration of the sporophyll has not only to do \MUi me 
distribution of the spores, but also with the protection of the sporangium in its juvenile state. 

• In systematic works, for example Christ’s Die Farnkrauter. it is assumed that the 
side of the leaf is the under side, and this undoubtedly is in accordance with ‘^e ^sual behaviour and 
the lie. Moreover, the stomata are also limited, as in the stenie leaves, to t e ^ • 

ptyxis. however, suggesu that the sporangia stand upon the side. ” . . f j 

m^ginal portion incurved towards this side-especially clearly .s this seen m t^smon forms 

between sterile and fertile leaves where the lamina is still more divided u is 

X " TLle leaves' as elsewhere towards the upper There is here then much that is 

Still enigmatical* 
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tions at its margin which correspond to a division which has not proceeded 
very far. Probably the species has been derived from forms with slightly 
divided leaves', and the sporophylls approach more nearly the primitive 
leaf-configuration than do the foliage-leaves. The conformation of the 
sporophyll has moreover probably also a biological significance. The bright 
margin of the sporophyll is free of sporangia and is bent backwards. It is 
easy to observe that the sporophylls retain water-drops, which then will be 
carried to itssporangiferous side. Now the species grows in moist mountain¬ 
ous woods-, but the leathery texture of the sterile leaves, their sharply 
differentiated epidermis bearing stomata only upon the under side, indicate 
that the plant is arranged to withstand temporary want of water. The 
sporophylls by their conformation hold water-drops for a time and pass it 
on directly to the young sporangia, which in other ferns are protected against 
wetting but here evidently are not injured by this. 

{b) HETEROSPOROUS LEPTOSPORAN(il.\TE FILtCIXE.AE. 

SalviniacF-AE. Inthc Salviniaccac^ we may speak of microsporophylls 
and megasporophylls and of parts of these, because the microsporangia 
and megasporangia appear in separate sori, and these stand upon leaves^. 
There is a difference in the construction and conformation of the micro- 
sporophyll and megasporophyll respectively in the Salviniaceac and a short 
explanation of this is necessary because the difference between micro¬ 
sporophylls and megasporophylls is much greater in the Spermophyta. and 
if we assume that the Spermophyta have sprung from ptcridophytous 
ancestors a consideration of the sporophylls of the Pteridophyta offers us 
the best prospect of a basis for a satisfactory interpretation of the sporo¬ 
phyll of the Spermophyta. 

Salvinia. In Salvinia the difference to which I have referred is 
essentially this: the number of the microsporangia is larger than that of 
the megasporangia*'. The significance of this is of course that the number 
of the microspores is greater than that of the mcgasporcs. 


' As a matler of fact the nearly allied Acrostichum llabelbtum h.-»s such le.ivcs. By some authors 
Acroslichum rtabcllatum is united with Acrostichum pell.-Uum. In Acrosticlium flabellatum there 
are sterile leaves also which are only indented at the margin and othcnvisc are undivided. This 
whole cycle of forms, whether we call it a species or .a group of nearly allied s|>ecies, is allied to the 
species of Elaphoglossum, whose leaves are almost throughout undivided. That the bearers of the 
organs of reproduction retain primitive relationships of configuration more than the vegetative organs 
which have been changed subsequently through adaptation is seen elsewhere, for example in 
Schistostega and others amongst the Musci, and also in the Cactaceae. 


* I gathered it some years ago, for example, in the Cumbre de San Ililario in Venezuela. 

’ As in the hetcrosporous Lycopodin^ae. 

• Both kinds may occur upon different lobes of the same leaf. That the two kinds of sporangia stand 

upon separate leaves in the Lycopodineac is easily understood because the sporangia arise singly. 

• ‘n ‘‘‘c structure and the conformation of the microsporophyll and megasporophyll 

m the Lycopodineac and Isocteae is not known. 


‘ We have no reason for supposing that Salvinia originally had sori composed of both micro 
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AzoUa. In Azolla the difference between the two kinds of sori is ex¬ 
aggerated by the appearance of only one megasporangium in the megasorus. 
The two kinds of sori can, however, be traced back to one type—to a sorus 
which consists of a placenta corresponding to a leaf-lobe round about 
which microsporangia are distributed, whilst the point is occupied by a mega¬ 
sporangium. In the microsori this megasporangium early aborts ^ In the 
megasori, on the other hand, only the megasporangium develops, but there 
are found at later stages of development (Fig. 325) primordia of micro- 



Fig. Uf. Azolla Cllculoiries. Mcrasonis in 
longitudinal section. J<i^ inHusium; A/j, mega* 
sporangium ; placenta. Threads of Anabacna 
arc vislLlc above the megasporangium. Primordia 
of microsporangia, whicn abort, arc visible belon* 
the raegasporangium. Magnidcd. 


sporangia which abort. The indusium 
appears as an annular wall, and thus the 
whole structure acquires a resemblance 
to the ovule of one of the Spermophyta. 
Azolla shows then a reduction of the 
number of megasporangia in relation 
to the number of microsporangia, and 
probably also a separation of the original 
hermaphrodite sori into male and female 
ones. 

I was not able to form a definite 
picture of the sporophylls of Azolla from 
the statements of Strasburger- and of 
Campbell^, and I have therefore ex¬ 
amined the relationships in Azolla 
filiculoides, which some twelve years 
ago fruited freely in the Botanic Garden 
at IMarburg. Each foliage-leaf very 
early divides,as we know^, into an upper 
lobe and an under lobe, whose position 
is indicated in Fig. 227. How now 
do these two leaf-parts behave in the 


fertile leaf? We know that the sori enclosed by the indusium stand in 


pairs and they are besides covered by a one-layered cap-like envelope. 


sporangia and megasporangia, yet the behaviour of Arolla suggests such a supposition. It is evident 
that the separation of the microsporangia and n.cgasporangia favours cross-ferliluation. Moreover 
Heinricher, Die ndheren Vorgange bci der Sporenbildung der Salvinia natans verghchen m.t dcr 
der Ubrigen Rhizocarpeen, in Siizungsbcrichte dcr Wiener Akademic. Ixxxv (t88a), found on one 
occasion in Salvinia natans a sporocarp which contained some megasporangia among a number ol 

"'"SrarasbJrgcr, HUtologische Beit,age, Heft a, Jena, .SS,, p. S. Campbell, On the De«lo|.- 
men, of Azolla nl euloides, Lam., in Annals of Botany, vii (1893), found no pnmord.un, of 
rmegaspota^gfom inte mieroso,!.' Both exist in Azolla lillcul.ide. .cco,di„g .0 my expenence. 

^ See Strasburger, Uber Azolla, Jena, i 873 > P* 5 ^* 

^ See Campbell, op« cit. 


* See p. 348. 

5 Occasionally I found three upon the under side of the stem. 
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Strasburger maintains that the sori are transformed leaf-lobes and speaks 
of the envelope as the under lobe of the leaf, whilst Campbell came to 
the conclusion 'that the whole of the ventral lobe goes to form the sori, 
and that the involucre is derived from the whole of the dorsal lobe 



Fig.^ 36. AzolU 6 ticu 1 oi<i«s. 1 , $porophyn dissecied out in surface view; tipper lobe; primordlum of 
wing of upper lobe 1 Si, primordia of me^^asporanffla; the indusiutn. H, two leaves in transverse 

flection. To the left a sterile leaf; Oi, upper lobe: l/i% under lobe. To the right a fertile leaf shown in two 
sections, one lower down in the leaf by dotted lines, the other higher up; 0 » upper lobe; F. w ing of the unper lobe 
covering two megasori. Ill, under lobe dissected out and seen from the surface; it is wholly used in the formation 
of two megasori, and the indusium appears os an annular wall. Alt magnified. 

of the leafk’ Neither of these authors is altogether correct so far as my 
investigations show. I agree with Campbell that the sori proceed from 
one portion of the under lobe of the leaf which very early develops, but 
the upper lobe is by no means devoted to the formation of the involucre. 
This upper lobe is pre¬ 
sent as elsewhere, and 
contains also a branched 
vascular bundle and a 
pit inhabited by Ana- 
baena. It produces at 
its base a wing-like one¬ 
layered which 

partially covers the sori, 
and this is the origin of 
the ‘ involucre’ (Figs. 326 
and327,/^), which I need 
not say contains no 

conducting bundle. The under leaf-lobe, which is used for the formation 
of the son, contains as elsewhere its conducting bundle. That Strasburo-er 
ascribed the involucre to the under lobe of the leaf is due to the fact that it 
IS separated from the^pper lobe by a somewhat deep depression. Com- 

■ CampbeU, On the Development^f AzolUfilicoIoidns, Um..in Aocals ofBotany, vii (1893). p. 158. 
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paring then the fertile leaf with the sterile the following changes in 
configuration are found:— b g n 

(1) The under lobe, which is elsewhere undivided, divides into two lobes 

more seldom three, and even into four in Azolla nilotica according to Stras-’ 

burger, from the apex of these the single megasporangium proceeds in the 

megasorus . Beneath this there rises up as an annular wall the indusium 

which, being favoured upon the outer side, grows round the megasporangium’ 
like an integument 2. 

(2) From the portion of the margin of the upper lobe which touches upon 
the under lobe a wing-like outgrowth at first proceeds, and one might 

designate it as an indusium if each of the two sori had not already its own 
indusium. 

Marsiliaceae. The microsporangia and megasporangia are found to¬ 
gether in the same sorus in the Marsiliaceae. The sporocarps diverge in 
their configuration more than those of any other group from the sporophylls 
met with elsewhere. The sporangia apparently are enclosed within a body 
of tissue which is surrounded by a usually hard shell, and this, when it is 
ripe, is opened in a remarkable manner by the swelling up of mucilaginous 
tissue within it—an arrangement which makes possible the withstanding of 
a dry period, and as a matter of fact the sporocarp exhibits a resting period— 
and thus the germination of the spores can only begin if such a quantity of 
water is present as is necessary for the further development. It has been 
already shown^ that the sporocarps are always leaf-borne, and like the 
pinnule of Marsilia they take rise upon the flanks of the foliage-leaf 
(Fig. 317). The history of development has also explained the rest of the 
structure of this remarkable body. The sporocarps are always dorsiventral, 
even where, as in Pilularia, this is not externally marked. The ‘fruit’ con¬ 
sists in Pilularia globulifera of four chambers, in which megasporangia and 
microsporangia lie. In Marsilia the chambers are more numerous and are 
arranged in two rows. I have pointed out* in opposition to the assumption, 
based upon the consideration of the mature condition only, that the sporangia 
arise actually within closed spaces, and also in opposition to Russow’s state¬ 
ment, based upon beautiful but incomplete developmental investigations, 
that the ‘ sorus-canal ’ arises by a splitting of the tissue, and that the sori 
here are formed, as in other Leptosporangiate Filicineae, from superficialcells 
of the primordium of the sporophyll, and are only gradually sunk subsequently 
into the tissue. BUsgen, Meunier, Campbell, and Johnson have confirmed 
this, and supplemented it by showing that the placenta arises upon the 


' The division of the under lobe is specially plainly seen in Fig. 326, III. 

^ See the section upon the development of ihe sporangium, p. 595. 

^ See p. 479. 

* See Goebel, Beitriige zur vergleichenden Entwicklungsgeschichte der Sporangien : III. Uc r 
die ‘ Frucht’ von Pilularia globulifera, in Botanische Zeitung, xl (1882), p. 77 ** 
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margin of the leaf. The processes which arc thus brought about recall in 
more than one sense the features which will be depicted below in other ferns, 
for example in the cyatheaccous Balantium antarcticum, only that the sori 
do not appear in Azolla as they do there upon the under side of the leaf, but 
are displaced to the upper side whenever the formation of the pit sets in. 

The diagrammatic representation of cross-sections shown in Fig. 328, I-III, 
will illustrate this. The youngest stage, Fig. 328, I. recalls the transverse section 
of a leaf of a young fern such as is shown in Fig. 207, II. We saw there a lamina, 
L. L, springing from marginal cells. In the sporocarp of the Marsiliaceae we finil 
quite similar marginal cells, R, which, however, are di>placed somewhat more towards 
the upper side. In some parts of the margin corresponding to the later-formed 
fruit-chambers an increased growth takes 


place, accompanied by characteristic divi¬ 
sions of the rilarginal cells. In Fig. 328.11, 
the marginal cells, from each of which a 
sorus springs, are marked with the letter 5 '. 
They are already sunk in a shallow pit, 
and are pushed upwards by the growth of 
a portion of the under side of the leaf. 
At the same time the deepening of the pits 
begins. The portions which are marked 
y and f, f grow up and cause the sinking 
of the leaf-margin more and more in a 



Fip. Mdnilia. Threr* sporoc.>rp$ of difTercnt 
aec in transverse section. I, youngest; 

upper side*. under side: Af. marginal cells; 
A segment-wall. JI, older; y, primordium of imlu- 
sium: S. primordia of sorus; y v, lateral out¬ 

growths of the sporophyll. Ill, still older. Lettering 
as before. Sori are shaded. ^ 


deep pit which has a narrow mouth to the outside, and this subsequently forms 
by concrescence a closed canal. If now we compare the process with that of 
Dicksonia, which will be mentioned presently*, we see quite analogous* processes 
if we only consider one-half of the Fig. 331, II. The portion of tissue marked 
y,y in Fig. 328, which, however, remains united with the rest of the sporocarp-tissue, 
corresponds to the outer indusium (Fig. 331, I,/(?). whilst the part marked /./in Fig. 
328 corresponds to the inner indusium (Fig. 331, l,/«). As a matter of fact one may 
consider usually the tissue marked /,/as an indusium in the Marsiliaceae, especially 
because in the process of emptying of the sori in Marsilia each of these is surrounded 
by a sac-like envelope (Fig. 329, II). These indusia, however, are not laid down as 
separate tissue, but are raised as one tissue-mass common to all the sori, and in it 
the lines along which they will subsequently be separated one from the other can 
be recognized at an early age. If then these are to be regarded as individual indusia 
one must assume a ‘ congenital concrescence.’ but even now I know of no ground 
for such an assumpiion. 

The question may be asked now—how are we to interpret the sporocarp as 
a whole? I may state, in the first place, that I have nowhere said what Johnson 
ascribes to me, ‘ that it represents a simple leaflet or pinna with its edges folded in 
to meet at the ventral side of the capsule V My view is that the sori are sunk in 
the upper side of the s porophylls. This upper side is. however, extremely narrow, 

* p. 494. . Not homologous. » This is A. Braou’s iuterpretation. not mine. 
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represented essentially only by the indusium. In Fig. 328, III, the limits are 
marked by the letter 0 . Everything else, apart from the margin, is strongly 
developed toider side-, an infolding does not take place. Johnson’s statement 
that the sporocarp is homologous with the ‘ petiole only of the sterile branch of 
a leaf/ does not correspond with the facts. What is the ‘petiole’ of a fern-leaf? 
The portion of the leaf-primordium on which the formation of the lamina is sup¬ 
pressed entirely or in great part, and where the formation of mechanical tissue is 
conspicuous instead! The sporocarp is not homologous with this differenUaled 
part of a leaf, but with a leaf-primordium on which the 
differentiation of the lamina is wo/j'f/begun, as is shown 
for Petris (Fig. 207, II). That is a difference! Biisgen’s 



Fig. 339. I. Marsilia polycarpa. Very young sporocarps from (he 
upper side: Sty stalk; XyX\s mothcr-cr 11$ of (he sori which proceed from 
marginal cells, but appear to be displaced to the upper side. II. Marsilia 
Brown! i. Older sporocarp in sect ion parallel with the surface. Eight sori 
arc seen. IK, Marsilia polycarpa. Sporocarp like that of I in optical 
longitudinal section. The large cells arc the mother.celU of the sori. 
I and in magnified. 



Fig. 330. Pilulana Novae-Hollandiac. 
Anterior portion of a plant in profile. Two 
rows of leaves are visible iH>on the dorsi- 
ventral shoot-axis. S\^S^^S^^ sporocarps: 
If' \V^ roots; W'a. broken-off root. Two 
roots arise beside each leaf. Magnified. 


observations of monstrosities show also that in rare cases pinnules of Marsilia may 
develop to sporocarp-like structures, and A. Braun found a pinnule with narrow 
lamina instead of the sporocarp in Marsilia. Now, as heretofore, I regard the 
sporocarp as homologous with a leaf-segment, just as it is in Schizaea. The only 
point in doubt is whether one should consider the marginal portion which is 
devoted to the formation of the sorus as indication of a further pinnation which, 
however, remains fused with the leaf. In support of this I know of no weighty 
grounds at the present lime. 

Marsilia polycarpa. In order to explain the relationships still further I 
would refer to a very instructive preparation of Marsilia polycarpa which is repre¬ 
sented in Fig. 329In I we have a view of the upper surface of an entire sporocarp 
which has been dissected out. It is extremely small and still straight It is a club-Iike 
body whose lower part, St, develops subsequently into stalk. The two-sided apical 
cell is still visible at the apex. The primordia of the sori, x, \ ^te evident, and are 
clearly superficial cells, and indeed, as a transverse section shows, are marginal cells 
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which bulijc up by their size. Tlicy are mostly divided by a cross-wall into two 
cells, and these cells it is which in the manner described above become subsequently 
sunk in pits. Fig. 329. IH, gives a side-view of the margin, and already there are 
upon the upper side of the sporocarp three shallow longitudinal pits which are 
si'parated from one atioiher by an intermediate elevation. 

I need not go into details further here. It must suffice that \vc have 
determined that the remarkable relationships of configuration of the sporo¬ 
carp of the Marsiliaceae can be referred back to the formation of the 
sporophylls in other leptosporangiatc ferns, and that they only exhibit a 
special case in relation to the life-relationships. 

FIvrOGKOUS SpOROC.\RPS. a few words must be .said about the Mar¬ 
siliaceae which bury their sporocarps in the soil. In West Australia I 
gathered Pilularia Novac-Hollandiae, which is shown in Fig. 330. The stalk 
of the sporocarp in this plant bends very early downwards, and the sporocarp 
itself is directed with the mouth of the pit obliquely upwards. There is no 
doubt that we have licrc a phenomenon quite like that of the formation of 
tubers^ in the Mepaticae, and that we have especially a protection again.st 
rapid and extreme drj’ing. Quite similar relationships arc apparently 
found in Marsilia subterranea, but I do not know this plant from m)’ own 
observation. Amongst the Spermophyta there arc a number of cases in 
which the ripening fruits are buried in the soil. The examples here men¬ 
tioned show us anew how analogous adaptations arc repealed in the most 
different cycles of affinity. 


3. Position .and Arraxcemknt or the Spok.\NCi.\ upon the 
Sporophylls and their Protection in Filicineae. 

These relationships are amply explained in systematic works. Here only 
some general connexions will be set forth, in order that a comparison may 
be made with Spermophyta. 


(<l) POSITION OF the Sl'OR.SNOIA. 

If we keep in view the relationships in all the Ptcridophyta it would 
appear as if nearly all possibilities were realized. The sporangia arc upon 
the upper side of the sporophyll in the Lycopodineae ; upon the under side 
m most of the Leptosporangiatc Filicineae and in the Marattiaceac ; upon 
the leaf-edges in the Schizacaccac where there is a slight displacement 
dow nwards, in the Marsiliaceae where there is a slight di.splaccmcnt upwards, 
and in the Ophioglossaccac where in the mature condition of the leaf they 
appear displaced upwards; uniformly distributed all round in Osmunda^ in 
the Equisetaceae, and in Salvinia; on the plac^ita (•receptacle’) in the 


* See p. 66, .. .. 

< 3 er Em,vicklungsg«chi.hte der Pflanzenorgane, in Schenk's Handbuch 

m (1884). p. 387. In ihe allied Todea they stand upon the under side. 
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Hymenophyllaceae. This variability wc shall also meet with in the sporo- 
phylls of the Spermophyta. 

General connexions in this variety will not be easy to find without the 
help of some more or less bold hypotheses. These will be of most service 
within narrow cycles of affinity, for example that of the Filicineae. We may 
here, as it appears to me. establish the fact that the sporangia in general 
‘ strive ' for a position upon the under side of the leaf the more the portion of 
the sporophyll bearing the sporangia is construeted like a foliage-leaf. The 
position of the sporangia upon the under side will be of advantage in many 
ways:— 

(V?) The capacity of assimilation oi ihc side of the leaf turned towards 
the light will not be interfered with ; 

{b) The sporangia which in the land-forms only scatter their spores 
when they dry will be protected from wetting \ 

(c) The distribution of spores will be favoured because the spores will 
fall away from, and not upon, the surface of the leaf. 

Only rarely do the sporangia occur upon the upper surface of sporo- 
ph)-lls which are like foliage-leavesh 

The following examples will illustrate what has just been said:— 

The diffcrencebctwcenOsmundaand Todca is very striking. In Osmunda 
the sporophylls are sharply distinguished from the foliage-leaves. In Todea 
they are not so. If in Osmunda only a few sporangia were to be found upon 
the leaf, they would stand as in Todea upon the under side. We have then 
here in one and the same plant the connexion mentioned above. 

In the same way the marginal position is mostly found where the fertile 
leaf-part is not, or only seldom, assimilating, as in Ophioglossum, Botry- 
chium, Aneimia (Section Euaneimia). The attempt has been made* to 
establish this position as the primary, and the position upon the under side 
as a displacement. Such a displacement has been observed in the history 
of development of many cases, for example amongst the Schizaeaceae, in 
Schizaea, Lygodium. Mohria, and in many species of Aneimia. In all these 
the sporangium is laid down as a marginal structure, and is displaced upon 
the under side by the development of the ' indusium.’ 

Dicksonia antarctica. A simple example of this is shown in Dicksonia 
antarclica (Fig. 331, III). The lufts of sporangia, which apparently .spring from 

' For example, in Aspidium anomaltim of Ceylon, which may be only n form of Aspidium 
aculeatum, and regarding which therefore it is questionable whether it is constantly reproduced by 
spores, and the more so, because in other ferns which normally bear sporangia upon the under si( e 
the position uiron the upper side occasionally is found, as in I’olypodium lepidotum, P. proli erum, 
and Asplenium Trichomaiies. See Kunze. Ober abnorme Friichtbildung auf der Obcrflache der 
Wedcl von Farm aus den I’olypodiaccen, in Botanische Zeitong, vi {184S), p. OS7. It shoul c 
tried whether by sowing the spores of Asplenium anomalum the offspring may not m some cases 
produce also sporangia upon the under side. With regard to Acrostichum peltatum, see p. 486. 

’ Pranll, Untersuchungen zur .Morphologic der Geiiiiskryptogamen: II. Die Schizaeaceen, 

Leipzig, 1881. 
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the under side of the leaf are enclosed by an envelope or indusium of two flaps. 
The upper overlapping flap. Jo, has the structure of the leaf-surface apart from its 
hairv margin ; the under overlapped flap./a, is composed of cells without chlorophyll, 
and serves at first for water-storage, but later experiences a movement* wliich lays 
bare the sorus and so brings about the tli>tribuiion of the spores. The history of 
development shows that the cushion of tissue—the placenta—upon which the spor¬ 
angia sit, proceeds from the leaf-margin, which was, however, at an early period 
displaced upon the under side of the leaf. This process is begun in the stage shown 
in Fig. 331, I, where the wedge-shaped cell, R, which occupies the leaf-margin, is 
conspicuous; the under indusial flap,y«, is also seen to be laid down as an out¬ 
growth of the under side of the leaf, and the position at which the upper flap, Jo, 
takes origin is clearly visible. Jh is then an outgrowth of the under leaf-surface ; 



Jo an outgrowth of the upper surface of the leaf. The first sporangia proceed from 
the marginal cells of the broadened leaf-margin itself, and there they follow one 
another in irregular serial succession. 

Essentially the same processes are observed in Davallia and in other cases. 

If now we imagine this process to be shortened so that the upper indusial flap from 
the very first occupies the margin of the leaf instead of subsequently attaining this 
position in course of elongation, then in other words we have it that the sporangia 
appear upon the under side of the leaf’*. They arise here often quite close to tlie 
leaf-margin, for example in Allosurus, I'ig. 332, where the youngest sporangia— 
the outermost ones*—are only separated by one cell from the leaf-margin. Whether 


• How this takes pl.ace requires investigation, as Uoes the movement of the indusium-lobes in 

movemern.'” can be little doubt that drying is the cause of the 

^ We may constilule the foMowing scries 

(0 Single marginal sporangia in the Schizaeaceae and Ophioglossaceae 

and 

and the |®*"****ion of the marginal sporangia is suppressed, the margin grows vegclalivelv 

* •** the Polypodiae^ae fnd othe^ 

I^e\^ ones also arise towards the inside. 



49 ^ the SPOROPHYLLS OF PTERIDOPHYTA 

this displacement corresponds with a phyletic process is at present beyond our 
knowledge. 

(^) arrangenjent of the sporangia. 

The sporangia stand upon the sporophylls either singly or in groups. If 
they arise upon a placenta into which a continuation of a vein enters, either 
directly or through a tracheid-group, we get the sorns. There is, however, no 
sharp limitation of the sorus in many cases, and Bower ^ has recently grouped 
succinctly the distribution of sporangia as follows:— 

(i) Simpliccs'. Sporangia solitary, or if in groups developed synchro¬ 
nously : in Marsiliaceae, Ostnundaccae, Schizacaceae, Gleicheniaceae, 
Matoniaceae. 


3 .^ 3 > I* Hynienolcpis spicau. 
11 . Elapfioj^lossum (Acroshclmm) spa* 
(hulatuin. Still fold^^d sporophyll in 
transverse section, underside upwards. 
When unfolded and mature the sporo¬ 
phyll is Oat. 

(2) Gradatac : Sporangia arising in basipetal succession upon a more 
or less elongated placenta: in Loxsomaceae, Hymenophyllaceae, Cyathe- 
aceae, Dicksonteae, Dennstedtincae. 

(3) Mixtac: Sporangia of different ages mixed together: in all the 
rest of the leptosporangiate ferns. 

(f) THE protective ARRANGEMENTS FOR THE SPORANGIA. 

By the Whole Configuration of the Sporophyll. In many 
ferns the sporangia are protected by the ptyxis of the sporophyll, for ex¬ 
ample in Ophioglossaccae or the margin of the sporophyll bends over the 
sporangium, just as the margin of the carpel of Angiospermac bends over the 
ovule. The resemblance is conspicuous in many Acrostichaccae. The 
sporophylls of Elaphoglossum (Fig. 333, II) have in their young condition a 

' Power, Studies in the Morphology of Spore-producing Members : IV. The Leptosporangiate 
Ferns, in Phil. Trans., 1S99, should be consulted reg.arding this point. I cannot go here mo 
characters taken from the sliuclure of the sporangia. 

* Sec p. 481. 



Fig. 339. Allosorus crispus. Apex of the pinnule of a sporo¬ 
phyll seen from the under side. Highly magnified. 
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pod-like appearance. They have their margins bent downwards’. I lymeno- 
lepis spicata shows the same features only that a larger part of the leaf-surface 
is free from sporangia (Fig- 333 . !)• It is clear that such an arrangement 
will have relation to the age of the sporangia at the time when the sporo- 
phyll unfolds. If the sporangia at the time of unfolding of the sporophyll 
are already mature or provided with thick walls, they will require less pro¬ 
tection than would young sporangia standing upon an unfolded leaf. Per¬ 
haps this is the reason why in the Gradatae and Mixtac protective arrange¬ 
ments are developed in profusion. 

Bv Hairs upon the Sporangia. These occur in Gymnogramme 
villosa, G. Totta, Polypodium 
crenatum,and others'. These 
hairs may also occur between 
sporangia. Peltate hairs form 
a specially effective protec¬ 
tion. 

By INDUSIA. These arc 
outgrowths of the margin of 
the leaf, of the under side 
of the leaf, of the placenta ’. 

The importance of the indu- 
sium was established long 
ago experimentally by Kocl- 
reuter^ who found in different 
ferns that the sporangia t/r/tv/ Fic. Polypoilium obliqu.'»»uni. Soni»in somf»liai<lianr.im. 

, ^ ® matic lonj;Uu<hnal section: 6‘A sporanjjia; Ey elevation on ilic 

up if the mdusium was re- bjwfophyll J 6 ^, sascuJar supply. 
moved from young sori. In 

young sori of Scolopendrium vulgare he found an exudation of drops 
which according to his view proceeded from the indusium, a proof therefore 
that the indusia in the juvenile conditions arc very rich in water. The 
indusia dry later and so allow of the distribution of the spores*. 

By Sinking of the Sori in Pits. This may be combined with 
the formation of an indusium, for instance in Scolopendrium. Polypodium 
obliquatum offers a simpler condition (Fig. 334). The sori are placed in 
depressions of the leaf-tissue which are surrounded by an annular growth 
334, £)■ The sporangia according to their age reach the mouth of 

* The sporangia here arise upon the whole surface excepting upon the margins and the midrib- 

* See Gliick, Die Sporopbyllmetamorphose, in Flora, Ixxx (1895). 

’ See Burck, Over de ontwikkelings gcschiedenis en den aard van het Indusium der Varens, 
Academisch Proefschrift, Hanriem, 1874; Gliick, op. cit. 

‘ See Koelreuter, Das entdeckle Gchelmniss der Kryptogamie, Karlsruhe, I777. 

\\ hen speaking of the sporangia the specially peculiar formation of indusia in Lygodium will 
be described (see p. 592). Further investigation is required before we can say whether in many ferns 
the indusium when ripe experiences any other movements than those due to shrinking. 
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the pit by an elongation of their stalk, and then they discharge their spores. 
The young sporangia are protected by the old ones. In other ferns, for 
example Polypodium jubaeforme, P. saccatum, there are hairs between the 
sporangia which originally close the mouth of the pit. The sinking of the 
sporangia in the Marsiliaceae is not essentially different from this, only that 
there the mouth of the sorus-pit is closed subsequently. 


4 . Conditions for the Appearance of the Sporophyll. 

The sporophyll does not appear in germination but only after a definite 
age has been reached by the plant—earlier naturally in annual ferns like 
Anogramme leptophylla, than in perennial forms which develop slower. 
There can be no doubt that the formation of the sporangium and the 
sporophyll are dependent upon definite external factors—intensity of light, 
relationships of nutrition—and upon inner relationships (correlation). That 
correlation exists here has been experimentally shown where we get a 
transformation of the primordia of sporophylls into foliage-leaves*, and it is 
quite evident that the plants only proceed to the formation of sporangia 
when they have accumulated a sufficient amount of plastic material. Besides 
these conditions, which we may designate shortly as the reaching of a certain 
stage of ‘ripeness,’ some special stimuli appear to be concerned in 
isolated cases. 

The dependence of the formation of sporophylls upon external factors 
has not been much examined. Raeiborski^ has proved a remarkable case 
in a fern allied to Acrostichum Blumeanum. This fern formed as it grew 
upon the ground very luxuriant leaves but no sporophylls, but the latter 
appeared when the plant was given the possibility of climbing upon a vertical 
support. What changes in the life-condition ‘set free’ the formation of 
sporophylls here is not known. I may, however, conjecture that a pre-eminent 
factor was the restriction in growth of the rhizome after a preceding period 
of good nourishment. The case would be analogous to that of Marsilia 
quadrifolia. If this plant grows in water it forms long, very luxuriant 
shoots but produces no sporophylls, whilst the sporophylls appear in quantity 
if it grows upon land If the plant be cultivated upon persistently dry 
soil then usually sporophylls do not appear*. The plant is then evidently 
enfeebled and under-nourished. In the fructifying shoots we may, how¬ 
ever, observe that the intemodes of the shoot-axis are shorter and more 
contracted than in the luxuriant water-shoots, and it might be possible 


' See p. 474- . 

» Raeiborski, Morphogenelische Versuche: I. Beemflussung der Sporophyllbildung bei dem 

Acrostichum Biumcaao affine, in Flora, Ixxxvii (1900), p. J5. 

’ The relationships of adaptation to moist and dry soils also are operative here. 

♦ Sec A. Braun, Nachtriigliche Mittheilungen uber die Gatlungen Marsilia und Pilulana, in 

Monatsbcrichtc der Berliner Akademic ans dem Jahre 187*1 P* 
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experimentally to compel the formation of sporophylls here also by 
restricting the growth. We must therefore in every species consider with 
care the life-conditions to which it is adapted as these are of importance 
for the appearance of the sporophylls. 

II. EQUISET.\CKAE. 

The sporophylls of Equisetum are stalked disks which bear the sporangia 
distributed around the under side of their peltate surface. The divergence in 
form from the sterile leaf is great: the sterile leaves are concrescent in a 
sheath and form the single teeth of it; the sporophylls arc free and peltate. 
The greatness of the difierences between the two constructions shows that 
they appear early. The questions that we have to ask here are 

(rt) What is the biological significance of the conformation of the 

sporophyll ? 

(b) What connexion is there between the sporophylls and the sterile 

leaves ? 

(rt) The sporophylls form a close-set spike-like flower. They lie with 
their disk-like margins at first close against one another and to a certain 
e.xtent interlocked, and in this way the young sporangia upon the under 
side of the disks are completely protected, so that there is no need for an 
indusium or any other protective apparatus. The internodes between the 
whorls of sporophylls are primarily very short ; they elongate later as do 
the stalks of the sporophylls, and then the sporangia when they are ripe 
open by drying and scatter the spores^. We find quite the same configura¬ 
tion of sporophyll in the male flowers of many Coniferae, for example Taxus. 
In Equisetum then the conformation of the sporophyll—the peltate form, 
and the possession of a stalk—is connected with the protection of the 
sporangia and with the dissemination of the spores. 

{b) The vegetative leaves act as a protective apparatus to the stem and 
its still-growing internodes. It is probable that they are reduced, although 
it is difficult to speak with certainty in the absence of allied living forms. 
The primordia of the leaves arise as papillae projecting upon the vegetative 
point. The upper portion of the papilla is, however, in the vegetative leaves 
only applied to the formation of the leaf-, whilst the lower portion of the 
primordium serves as an envelope to the intemode of the shoot. But 
the cells of the primordium of the sporophyll are all drawn into the 


^ This is facilitated id some species by the bending upwards of the stalk of the sporophyll which 
is evidently negatively geotropic. This is the case in Eqnisetum Telmateia ; see Goebel, Ootlines 
of Classifidtion and Special Morphology of Plants, English Edition, Oxford, 1887, Fig. 

The surface of the sporophyll is placed obliquely or almost horizontally^ and this prevents the spore* 
from coming to lie in quantity between the sporophylls. There is certainly do chance of 
this happening id this species which possesses the largest sporophylls. 

* Connected with the slight development of the leaf. 
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formation of the sporophyll, and wc have a correspondingly more massive 
development of the sporophyll h The difference of the development, 
apart from the relationship of volume, consists fundamentally in this, 
that at a very early period, even before the appearance of the stalk of 
the sporophyll. which arises by intercalary growth, that distribution of 
growth sets in which leads to a hypopeltate form of leaf 2, and by which 
a reduction of the leaf-surface constituting the upper part of the leaf takes 
place, at the same time the marginal growth which elsewhere results in the 
formation of a thin leaf-lamina is suppressed. The occasional occurrence 
of intermediate forms between sporophylls and vegetative leaves is quite in 
accordance with the development ^ In these intermediate states a lamina 
is often more developed and it corresponds then always to the upper part 
of the sporophyll ; the lower part of the sporophyll is, in relation to the 
sterile leaf, a new formation such as is found in the stamens of many 
Cupressineae, or in the kataphylls of Asparagus comorensis {Fig. 215). The 
fact that the first developed stages of vegetative leaf and sporophyll conform 
to one another, and that the primordium of the vegetative leaf only 
partially grows out, whilst that of the sporophyll grows out entirely, is to 
my thinking not an argument in favour of the view that the configuration of 
the sporophylls in the Equisetaceae is phyletically the original one"*; it 
rather shows that here as always the development is in harmony with the 
condition arrived at in the adult. A thin organ demands less cell-material 
than a thick organ. At most one could find in the development of the 
primordia of the vegetative leaves a reason for saying that they were at one 
time more massively developed than they are now. But we see that even 
now we can derive without difficulty the sporophyll from the foliage-leaves. 
Assimilation-organs of the conformation of the sporophylls of Equisetum 
would be very wonderful constructions. 

Protection at Base and Apex of Flower. At the base of the 
flower of Equisetum there is one whorl’ of leaves which differ both from the 
vegetative leaves and from the sporophylls. This whorl is called the annulus, 
and it is occasionally drawn into the formation of sporophylls. The que.stion 
whether any functional significance attaches to this structure appears so far 
as I know to have been overlooked. Yet that it does possess such a signifi¬ 
cance in the bud-condition of the flower is indubitable. The sporangia are 
so crowded together that they arc concealed under the peltate expansions 
of the sporophylls. The lower sporangia of the lowermost whorl of sporo¬ 
phylls would be exposed but that the annul us prot ects them, and is so 

* Goebel, Beitriige zur vergleichenden Entwicklungsgeschichle dcr Sporangien, m Botanische 

Zeitung,xxxviii(i88o),p. 549 . Gliick, Die Sporophyllmetamorphose, in Flora, Ixxx (1895 , con rm 

this later. 

^ See p. 3S4. ^ See Gliick, op. cit. 

« Whether there are other grounds for this may be left untouched here. 

* In Equisetum arvense there aie sometimes two* 
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constructed that it fits accurately into the projections of the sporophylls, 
like a bit of moulding wax, and closes the base of the flower. We may 
compare it in respect of this function with the calyx of the Spermophyta. 
In this function the arrest which this leaf-whorl has experienced may find a 
teleological, but not a causal explanation. At the top of the flower an analo- 
^ous protective device is provided inasmuch as the sporophylls which stand at 
rhe tip arc incompletely developed, and remain concrescent partially with 
the flower-axish Their configuration is, however, somewhat different from 
that of the annulus, and gives no support to the conjecture that the annulus 
is the result of the sterilization of sporophylls. The annulus is clearly an 
arrested formation of the vegetative leaves. 

The flowers of the Equiseta are shoots of limited growth. This finds 
expression in the arrangement of the cells: the apical cell of the vegeta¬ 
tive shoot is replaced by a cell-group. The formation of the flower is then 
not merely a consequence of a change in the configuration in the leaves but 
also involves a change in the axis of the shoot. In support of this we have 
also the fact that the Icaf-shcaths enveloping the flower-buds are larger than 
those in the vegetative shoots, evidently in correspondence with the larger 
circumference of the flower-bud. 

The production of the sporophylls in many species of Equisetum 
effects a change in the external configuration of ihc ~oholc shoot whose end 
becomes the flower. In other species we do not find this. A. Braun has 
in consequence of this difference divided the species of Equisetum into two 
series:— 

(rt) Equiseta iiomopiivadica, in which the sterile and fertile shoots 
are alike, as in Equisetum palustrc, E. limosum, E. hyemale. 

{b) Equiseta heteropiiyadica, in which the sterile and fertile 
shoots are different, and the fertile shoots arc distinguished by having no 
branches ; they cannot assimilate because they have no chlorophyll, and their 
chromatophorcs contain a reddish colouring substance instead of chloro¬ 
phyll. It may well be that in this way the fertile shoot obtains a greater 
amount of heat. The heterophyadic forms in turn fall into two series:— 

(a) Equiseta heteropbyadica ametabola, as in Equisetum arvensc 
and E. Telemateia, where the fertile shoots remain in this stage of develop¬ 
ment, and after the shedding of the spores die away. 

{b) Equiseta heteropbyadica metabola, as in Equisetum pratense 
and E. sylvaticum, where the fertile shoot subsequently forms whorls of 
branches and becomes green—the process taking place in difierent ways-. 
In Equisetum sylvaticum the tissue of the internode of the fertile shoots 

' In Equisetum arvense the uppermost incompletely developed sporophylls are not infrequently 
concrescent into ODe> apparently termiDal, peltate sporopbyll. 

* See Goebel, Gbcr die Fruchtsprosse der Equiseteo, in Berichte der deutschen botanUchen 
Gesellschaft, iv (t886), p. 184. 
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remains at first embryonal, and is protected by the specially long leaf-sheaths. 
Subsequently this develops like that of the sterile shoot. In Equisetum 
pratense the persistence of embryonal tissue and the subsequent develop¬ 
ment only affects the loiver portion of the internode ; the upper portion has 
passed into permanent tissue, and does not change. 

The fertile shoots appear then, when they are compared with the 
sterile shoots, as formations arrested ‘ at a simpler stage of their configuration 
and of their anatomical structure. In the Equiseta heterophyadica ametabola 
this arrest is permanent; in the others it is temporary. Experiment shows 
us that the fertile shoots of the ametabolous species may be induced to pro¬ 
ceed to at least a partial vegetative development^. If they are submerged 
some of them die away but a large number of them send out lateral shoots 
from the lowest up to the sixth internode, and the internodes themselves 
become green These shoots also appear to us as arrested formations, 
and it is probable that the arrest stands in connexion with both external 
and internal conditions. 

With regard to the external conditions we may recall that the ametabo¬ 
lous Equiseta are those which develop their fertile shoots in the early spring. 
The soil, especially that of the moist stations in which the Equiseta are 
found, is at this time still cold, and their intake of water is correspondingly 
hindered. The degree of temperature suffices for the elongation of the fertile 
shoots which were already almost completely formed in the autumn. The 
vegetative development only begins later, and the vegetative shoots probably 
withdraw from the fertile shoots material—water and other substances— 
which these might use for vegetative development. The homophyadic 
Equiseta develop their fertile shoots later at a time when the conditions for 
the intake of water are more favourable. The metabolous Equiseta stand 
intermediate to the other groups—that is to say they grow, so far as my 
experience goes, upon soil that is less cold and wet. 

Whilst the fertile shoots of the Equiseta as of the Filicineae appear to 
be the result of transformation of the sterile ones, experience also allows us 
to conclude that the differences in the behaviour of the fertile shoots can be 
brought into connexion with the relationships of life Further experi- 

* Compare the temporary and persistent arrest in the cotyledons. Sec p. 403. 

® See Goebel, Ober die Fruchlsprosse dcr Equiseten, in Berichte dcr deutschen botanischcn 
Gesellschaft, iv (1886), p. 187. 

’ This phenomenon is seen also in nature in meadows which are under water in the ear y spring. 
See further descriptions of the different forms of construction of the fertile shoots of Equisetum 
given by Luerssen, Die Fampflanzen odcr Gcfassbundelkryptogamen Dcutschlands, Oslerrei un 
der Schweiz, in Rabcnhorsl^s Kryplogamen*Flora, Leipzig, isi (1889). 

* \Vc must not, however, forget that in the ametabolous Equiseta the influent of t e con 1 ions 
of life has evidently worked a change upon the whole organization. If the conditions for t e upt c 
of water from the soil are favourable a vegetative development does not require to take p 

because they are no longer adapted to the uptake of water and nourishment like the st^ e 00 9 
In the upper portion of the fertile shoot a vcgcUtive further development can no longer take place. 
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mental investigation must, however, prove still more definitely these con¬ 
nexions. 

The remarkable fossil formations of the Equisetineae must be left 
undescribed here as in other groups. The result of phytopalaeontological 
investigation in recent years has been of the utmost importance. But it is 
evident that in the nature of the case the morphological interpretation of the 
flower-formation of the extinct forms is often very uncertain, and on the 
other hand the discovery of relationships between configuration and inner and 


outer conditions at the time when the plant 
lived is impossible ^ 

III. LYCOPODINEAE. 

Whilst in the Equiseta the sporophylls 
and foliage-leaves are always different, apart 
of course from tcratological phenomena, we 
find in the Lycopodincae as in the Filicincae 
cases in which the foliage-leaves and the 
sporophylls arc alike, for example in Lyco¬ 
podium Selago^, and cases in which they 
are different, as in Lycopodium annotinum. 
The case of Lycopodium annotinum may 
be described:— 

Lycopodiu.m annotinum. The 

sporophylls of this species arc no longer 



F'tC. 335* Lycopo<iium annotinum. Flovv«r 
in traniverse ^rction. Tht* sporophylls stantj 
in a tctramcrous whorl. Two sporanj^a are 
appjir«nUy atinchfd to each sporophyll, but 
there is in fact only one, which having; a £rcat 
curvature is twice cut m the section; the 
base of the sporophyll of the neat $uccet*<iin£ 
whorl, shaped like a nuor-blade. After GlUck. 
Magnified about 14 . 


assimilation-organs, and they have a yellowish, not a green, colour. The 
leaf-base is widened, and this fits the leaf better to embrace the large 
sporangium seated upon its base. The margin of the leaf is spread out in a 
wing-like manner. When the spores are ripe the membranous margins of 
the sporophyll, like its upper portion, bend backwards and thus facilitate the 
distribution of the spores^. A leaf-cushion^ (Eig. 335, B) which has the 
form on transverse section of the blade of a razor also runs downwards 


from each sporophyll and fills up the spaces between the sporangia. The 
sporangia are carefully protected as is shown in Fig. 335, and it is easy to 
understand teleologically the deviation from the foliage-leaves in the con¬ 
figuration of the sporophyll ^ 


' The reader is referred for the description of fossil forms to the pabeophytological text-books, 
of which may be mentioned the following: li. Potoni^, Lchrbuch der I’fl.mzenpalaontologie, 
Berlin, 1899; Zeiller, filaments do paleo-botanique, Paris, 1900: Scott, Studies in Fossil Botany, 
London, 1900. Scott’s book gives a paiticnlarly clear .and concise account to the beginner. 

’ See also in the species of isoetes, about which no further mention will be made here. 

There can be no doubt that this movement of the sporophyll is a consequence of its drying. 
On the edges of the forests the movement always begins upon the side of the (lower directed outwards. 

* In many Lycopodia, for example Lycopodium cemuum, the sporophyll is hypopeltate as it is 
•n Selaginella Preissiana. See p. 506. 

P,!. to the formation of mucilage in Lycopodium innndatum see the figures given by 

Oluck, Die Sporophyllmetamorphose, in Flora, Ixxx (1895). 
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The sporangia are laid down in the Lycopodineae as in the Equiseta when 
the sporophylls are still relatively small (see Fig. 312). I do not, however, 
see in this a point of phyletic importance, but only that the formation of the 
leaves in both of these cycles of affinity is reduced in comparison with 
that of the Filicineae. Very small-leaved ferns would show quite the same 
phenomena in their sporophylls as do the Equiseta and Lycopodineae. 

PsiLOTACEAE. The Psilotaceae, Psilotum and Tmesipteris, demand 
special mention because the sporophylls in them deviate further from the 
sterile leaves than do those of other Lycopodineae. Thesporophyll is bifid, 

but the whole structure was formerly considered—and I shared the view_ 

as a small branch bearing two leaves and a plurilocular sporangium. This 
interpretation has, however, been shown to be impossible by the investigations 



Fig. 336 . Tmesiptcm (Tiincata 4 I, simple sporoDhyll with one sporangium. 11, portion of a shoot bearing 
a sterile and a fertile leaf. In the sterile leaf the proule-position of the lamina is evident Both magnified. 

of Solms-Laubach ^ and Bower In support of the modern and accepted 
view that we have here a bifid sporophyll I may mention that I have often 
observed on simple undivided foliage-leaves in Tmesipteris one sporangium 
(Fig. 336, I), which in the cases I investigated was simple, although the spor¬ 
angium is usually divided into two or more, rarely three, chambers, and there 
was no trace visible of a second somewhat reduced lobe of a sporophyll. 
Transverse sections show that a simple conducting bundle runs into the lower 
simple portion of the sporophyll, whence a branch proceeds towards the 
sporangium, and one finds tracheids proceeding even into the wall of the 
sporangium. 

In Fig. 337 the end of a shoot of Psilotum complanatum (P. flaccidum) 
is shown. The shoot is flattened and provided with small distichous leaves. 
A conducting bundle does not enter the leaves, but a vascular bundle branches 

' H. Graf zu Solms-Laubach, Der Aufbau des Stockes von Psilotum triquetrum und dessen 
Entwicklung aus der Bratknospe, in Annales dn Jardin botanique de Bnitenzorg, iv (1884), p. 139' 

» Bower, Studies in the Morphology of Sporc-producing Members: Equisetineae and y 

podmeae, in Phil. Trans., 1894. 
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off towards the sporangium from the strand of the shoot-axis, and we have 
here a case which shows us that the distribution of the vascular bundles can 
not always be trusted for a decision as to the mor¬ 
phological value of an organ the sporangium is leaf- 
borne, but is nevertheless supplied with a vascular strand 
from the shoot-axis ; moreover the sporangia frequently 
are arrested, and then one finds apparently sterile bifid 
leaves, into which a strand of vascular bundles runs’. 

That the forking of the sporophylls in the Psilo- 
taceae is a ‘ morphological ’ character is supported by 
the fact that the plants in which it is found diverge so 
much in habit as do Tmesipteris and Psilotum. But 
we must not forget that the forking is at the same time 
‘useful.’ It is evident that in Psilotum the young 
sporangium is invested and protected right and left 
by the two tips of the leaf (Fig. 337), whilst the 
undivided base of the leaf gives a protection to the 
outside. This feature is less marked in Tmesipteris-. 

The fork in the sporophyll in which the old sporangium 
sits ill Psilotum serves besides as a mechanical support. 

Regarding the comparison which is frequently made of 
the sporangial group of the Psilotaceac with a sporo¬ 
phyll of the Ophioglossaceac. 
something will be said when 
the subject of sporangia is 
dealt with 

The flowers of Selaginella 
are of special importance for 
comparison with the flowers of 
the Spermophyta:— 

ISOPHYLLOUS SELAGI- 
NELLEAE. We shall first of 
all deal with the isophyllous 
Selaginellcae and take as an 
illustration 

Selaginella Preissiana. Se¬ 
laginella Preissiana, which I 

collected in West Australia is Preissiana. Lower portion of a tlowcr, 


FlC. rsilotum com- 

E tanatum. £n<i of a shoot. 

porangia in the axil of biG<J 
sporophylls. Magnified. 


It is upon these cases that Solms has based the statement that the leaves have a wcU-developed 
conducting bundle. As a matter of fact the leaves I investigated showed no trace of a bundle. 

* One may imaj^ine that its leaves have arisen from those of Psilotnm by the strong outgrowth of 
a basal part whilst the small apex keeps pace with it, this apex correspondinsi to the leaf of 

» See p. 60s. 
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very instructive. The leaves are in decussate pairs. Fig. 338 shows 
the base of the spike of sporangia. The lowermost leaf, which bears 
a microsporangium, is constructed like a sterile one. Those which follow 
It have grown out downwards beyond their point of insertion. These out¬ 
growths are clearly protections not to the sporangium which is axillant to 
their sporophyll, but to the sporangium which lies immediately below each 
sporophyll. Analogous arrangements we have seen appearing in the vege¬ 
tative region, as was stated when we considered the sporophylls of Equisetum, 
and exactly the same arrangements are met with in the stamens of many 
Coniferae and Angiospermae. At the same time the formative stimulus given 
by the appearance of the sporangia, and which leads to an external configura¬ 
tion of the sporophyll different from the vegetative leaf-form, evidently 
affects not the single sporophyll—for otherwise the lowermost sporophyll 
must also have the conformation of the others—but the vegetative point 
itself of the sporangia! spike, and this then acts upon the primordia of the 
sporophylls ’. 

Anisoph\ llous Selaginelleae. We must distinguish two groups 
of the anisophyllous Selaginelleae in respect of their formation of flowers— 
the Tctragonostachyae and the Platystachyae. 

Tetragonostachyae. These are distinguished by the anisophylly of the 
vegetative shoot stopping short of the flower. The sporophylls are all of 
nearly equal size in contrast with the condition that is found in the vegeta¬ 
tive leaves, and the leaf-pairs do not cross obliquely as in the vegetative shoot 
but nearly at a right angle". When we remember that the vegetative shoots 
of the anisophyllous Selaginelleae owe the configuration of their leaves evi¬ 
dently to an adaptation to definite external factors we may assume that 
the configuration and position of the sporophylls exhibit a retention of a 
phyletically primitive stage Why this should be is at any rate biologi¬ 
cally or teleologically easily understandable, for in the flowers where all the 
leaves have the same function, which is essentially that of protecting the 
sporangium, it is natural that their configuration should be also the same. 
Moreover the flowers are frequently although not always orthotropous in 
contrast with the plagiotropous vegetative shoots. 


* lo other words the transformation of the vegetative shoot into flower proceeds graduallf, and 
expresses itself only plainly if the fonn.ntive stimulus, of which we know nothing, has reached 
a definite intensity. That the lowermost sporangia in the flowers of many Selaginelleae an 
Lycopodia do not reach complete development, as will be more particularly shown hereafter (see 
p. 510), is probably connected with this. 

* I examined the case of Selaginella crythropus. 

* See Part I, p. 105. . 1, t> • • 

* We must, however, point out that several isophyllous Selaginelleae, like Sclaginc a reissiana, 
have also decossate leaf-pairs on the vegetative shoots, and that in the isophyllous c ^ine a 
rupestris the flowers have likewise decussating sporophylls, although the foliage- eaves ave 
spiral position. 
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Platystachyae. There are also dorsiveiitral flowers in Sclaginclla ' and 
these have a special interest in view of the presence of dorsiventral flowers 
amongst the higher plants. We find indeed two kinds of these 

(rt) The one continues the anisophylly of the vegetative shoots, that is 
to say the sporophylls upon the upper-surface of the flower are smaller than 
those upon the under-surface or flanks. This is, however, a rare condition, 
and it is only known in two species of very limited distribution, namely, 
Selaginella pallidlssima and S. ciliaris, Spr. 



{b) The other which I have termed the inverse-dorsivcntral flower is 
the more frequent”. In it the dorsiventrality is the reverse of that in the 
vegetative shoots. The sporophylls on the two surfaces of the flower are of 
unequal size, but the larger stand upon the upper-surface, and they form the 
continuation of the smaller leaves of the vegetative shoot. Selaginella 
chrysocaulos{Fig. 339) furnishes an example of this. The larger sporophylls 
which stand upon the upper-surface of the axis form a protecting cover to 
the whole flower, and this—as well as the increased capacity of assimilation 
established by these leaves—is, to speak teleologically, the reason why the 

‘ See Goebel, Archegoniatenstndien: IX. Sporaagieo, Sporenverbreitung und Bluthcnbildung 
bei Selaginella, in Flora, Ixxxviii (1901), p. 207. The older literatare will be found here. 

The earlier expression for these flowers, resufiinate, involves an erroneons statement, for here 
there is no torsion of the flower-axis. 
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sporophylls of the upper-surface are different from the foliage-leaves of the 
upper-surface. The sporophyll has also a wing-like appendage recalling the 
leaf of Fissidens (Fig. 339, III; Fig. 340. F ); indeed the development of the leaf 
shows that it follows the same course as that of Fissidens, and the wing is an 
outgrowth of its back, and is the structure which specially forms with the 
under-surface a protecting cover for the sporangia ^ The inverse-dorsiventral 
flowers appear so much more utilitarian than do those which are not inverted 
that we need not be surprised at the rarity of the latter, and they furnish at the 
same time a remarkable proof of the fact that in the formation of flower 
a complete change of the whole shoot takes place. If an inverse-dorsiventral 
flower should growoutvegetatively* the outgrowth assumes the dorsiventrality 

of the original vegeta¬ 
tive shoot, so that the 
‘ inversion ’ of the dor¬ 
siventrality was only 
caused by the forma¬ 
tion of flower. No 
such inversion has yet 
been experimentally 
produced in the sterile 
shoots of Selaginella, 
yet it might be pos¬ 
sible if we were in the position to ‘disattune* the shoot in the same way 
as this is effected by inner processes in the formation of the inverse-dorsi¬ 
ventral flower. 

Distribution of Sporangia in Selaginelleae. In regard to the 
distribution of the two forms of sporangia in the flowers of Selaginella it is 
clear that everywhere originally there is hermaphroditism. The number 
of the megasporangia varies in the different species. In some only one or 
a few are found at the base of the flowers; in others they are mixed with the 
microsporangia, as in Selaginella rupestris and S. chrysocaulos. Only in 
a few species, so far as we know at present, are there occasionally—not 
exclusively—entirely male flowers, in for example Selaginella Martensii, 
or female flowers, as for example in Selaginella pectinata. 

Fertilization of the megaspores by the microspores of the same flower, 
even in the hermaphrodite flowers of the Selaginelleae, only seldom occurs 
because:— 

1. The megasporangia precede in their development the microsporangia, 



* With regard to the anatomical differences of the npperand under-sniface of the flower seeG«bel, 
Archegoniatenstudien: IX. Sporangien, Sporcnverbreituag tmd Bliithenbildung bei Sclagme a, 

Flora, Ixxxviii (1901). o, • n. 

» I have observed this in Selaginella Belangeri growing wild in Java, and m Selagmella 

in which it was artificially produced. 
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and the megaspores are mostly thrown out before the microsporangia have 
Opened. 

2. The megaspores arc thrown out further than the microspores as I 
have noticed. 

3. A simultaneous solving of microspores an<l mcgasporcs. in the few 
cases that have been investigated for this point, has resulted in the formation 
of no embryo, because the microsporcs discharged their spermatozoids before 
the archegonia of the megaprothalli were ripe. 

In all these points the flowers of Selaginclla remind us of those of much 
higher plants which have to be considered as only morphologically, not 
physiologically, hermaphrodite. 

If we endeavour to arrange the flowers of Selaginella in series the 
radial ones appear to be the most primitive, and they also still appear In 
many species where the vegetative shoots have become by adaptation dorsi- 
ventral. In a number of species the dorsiventral construction has also 
extended to the flowers, but the attempt to continue here the usual vegetative 
dorsiventrality is of little utility and has soon been given up, being retained 
only in two species. In the large majority invcrse-dorsivcntral flowers have 
been developed. 

Relationships of Flower to Vegetative Shoot in Lycopo- 
DINEAE. If, finally, we consider the flowers of the Lycopodineae in their 
relationship to the vegetative shoot-system we find frequently that when 
the flowers are shoots of limited growth the sporophylls diverge markedly 
from the foliage-leaves, but when there is no limited spike of sporangia then 
the sporophylls are like the foliage-leaves, for cxamjjle in Lycopodium 
Selago and its allies. We cannot, however, establish this as a general rule. 
We have only now to mention some general biological relationships:— 

1. Where the vegetative shoots are dorsiventral the flowers, apart from 
the Selaginelleae Platystachyae, are radial, as in Lycopodium complanatum 
and other similar species. It is probable that here the flowers have retained 
the original arrangement and configuration of the leaves whilst the con¬ 
figuration of the vegetative shoot has become changed by subsequent 
adaptations *. 

2. Orthotropous position is not necessarily as.sociatcd with the radial 
construction of the flowers. Orthotropy appears rather only where the 
vegetative shoot grows more prostrate upon the soil, and it is therefore 
of advantage for the scattering of the spores that the flowers should be 
raised up above the substratum. In these cases, for example in Lycopodium 
inundatum, L. clavatum, L. carolinianum, Selaginclla denticulata, S. helvetica, 
and others, a portion of the shoot-axis under the flower is elongated more or 
less, and at the same time is orthotropous and not infrequently beset with 


* Sec Part 1 , p. 102. 
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reduced leaves. This portion is named the podiinn and, in correspondence 
with what has been said, is everywhere wanting where 

(a) The sporangia stand on a sufficiently long radial shoot-axis, as in 
Lycopodium Selago and L. annotinum, where it is orthotropous and erect, 
and as in Lycopodium Phlegmaria and L. linifolium, where it is orthotropous 
and pendent; 

{b) The plagiotropous shoot-axes raise themselves well above the 
substratum 

Here as everywhere in regard to such rules we find examples which do 
not conform to what has been said because in them other relationships 
bring about a divergent construction, but on the whole, so far as 1 know, 
the relationships I have mentioned are valid. 

It has then been shown that the sporophylls of Selaginella still exhibit 
frequently in their construction and arrangement relationships which appear 
to be primitive in comparison with the foliage-leaves which have been 
changed by adaptation. This does not controvert the assumption that the 
leaves of the Pteridophyta were originally all sporophylls which at the same 
time assimilated '^, and that then a division of labour set in by which some 
became sterile whilst others remained as sporophylls and now frequently in 
their construction differ more or less from the foliage-leaves. In support of 
this one may also adduce the fact that where foliage-leaves and sporophylls 
are formed alternately, as for example in Lycopodium Selago and other 
species, and in Isoetes, we frequently find sporophylls with aborted sporan¬ 
gia at the limits between the two kinds of leaf ^ We know, however, that 
such an arrest of the sporangia may result from other causes if the formation 
of sporangia begins but does not proceed sufficiently vigorously, for example 
in Onoclea Struthiopteris whose sporophylls have been already mentioned^. 
Its germ-plant produces at first only foliage-leaves, then transitions between 
foliage-leaves and sporophylls the sporangia of which are generally in great 
part arrested at different stages of development. Later, when the plant 
becomes stronger, such an oscillation is normally no longer visible, yet it 
may be artificially called forth if the sporophylls are caused to become 
virescent. 'Vegetative organs and reproductive organs stand also otherwise 
in a certain opposition, that is to say their formation is dependent upon 
different outer and inner conditions. At any rate we will have to trace back 
the arrest of the sporangia at the upper end of the flowers of many Lyco- 


. Compare, for example, Selaginella Martensii. with apodial radial but not 
with Selaginella dcnticulata (Fig. 174. S- helvetica, and others, m which the flowers have 

podium and are orthotropous. 

* With Potonie we may designate them tropho-sporophylls. . Fnnisetineae and 

aborted sporangia occur. 

‘ See p. 475. 
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podineae * to other causes than those that are operative at the base. At 
the apex we have to deal chiefly with a general want of tone in the whole 
flower-development, not only are the sporangia arrested but also the 
development of the sporophyll; at the base we have to deal with a trans¬ 
formation of the vegetative shoot into a flower. 

Ill 

THE SPOROPHYLLS OF THE GYMNOSPERMAE 

I. CrCADACEAE. 

In this family not only are the relationships of configuration of the flower 
especially simple, but the configuration of the sporophyll enables us to 
recognize very clearly in what relationship it stands to the foliage-leaf and 
also how form and function hang together. 

As regards the whole configuration of the flowers they have the form 
of cones, frequently of giant dimension, except in the case of the female 
flowers of Cycas where a sharply limited flower is not formed but the 
carpels appear upon the shoot-axis which subsequently again forms foliage- 
leaves and kataphylls—the arrangement being comparable with that of 
Onoclea Struthiopteris amongst the ferns As will be shown presently, 
the configuration of the sporophyll has the closest connexion with this 
arrangement. 

In the flowers which form cones it is noteworthy that the uppermost 
and lowermost sporophylls are frequently sterile. They are, however, not 
functionless, but close in the flower in the bud-condition both above and 
below after the method in the spike of Equisetum. It is a wide-spread 
phenomenon that the middle portion of an organ of limited growth is the 
best nourished; even in the leaves of many Cycadaceae the lowermost pin¬ 
nules are aborted, the middle ones being the most developed, and there 
are all transitions from sterile to fertile sporophylls in the male flowers of 
Ceratozamia. 

The configuration of the sporophylls will first of all be noticed, and 
then some general questions will be dealt with :— 

Megasporophylls (Carpels). We have before us in these an 
almost uninterrupted series. At its beginning there stand those which still 
resemble most closely in their form the pinnate foliage-leaves ; at the other 
end stand those which are most widely separated from them. The mega¬ 
sporangia (ovules) are everywhere marginal. 

CycaB. Thecarpels of Cycas revoluta are smaller than the foliage-leaves 
but they show still at their extremity somewhat long rudiments of pinnules, 
and resemble the pinnate leaves otherwise, especially in their flat and 
elongated form (Fig. 341). Only in Cycas circinalis are the pinnules indi- 


‘ And also in the case of Eqoisettim. 


* See p. 470 . 


' See p. 475. 
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cated merely as teeth. Whether each of the ovules, which are here larger 
than those which appear elsewhere in pairs, stands in the place of a pinnule 
can only be determined by an examination of the history of development 
which is still unknown. The wall which surrounds on the outside the 
ovule at its base I consider for the reasons specified below to be no 
rudimentary pinnule, but an outgrowth arising subsequently. In Cycas 
Normanbyana the number of the megasporangia has become reduced to two. 

Interesting as is the leaf-like construction of the sporophyll of Cycas, 
and diverging as the sporophyll does from those of the other Cycadaceae, yet 

it offers little in its external form alone to detain us. 
Much more important is it to inquire whether we 
can discover any relationships by which to explain 
its deviation. It appears to me that there are 
such, and they are the following:— 

1. The sporophylls do not stand as in the 
cone-flowers on an axis which, compared with the 
vegetative one, is relatively thin, but upon the thick 
vegetative axis itself. They form a much more 
massive tuft, and by their considerable development 
in length are in a position to protect the young 
ovules by covering them. It is quite clear then 
why in the upper part of the sporophyll there are 
no ovules—these upper parts form a protecting 
covering, and close in the massive Jiower-bud above. 

2. The seeds attain the most significant size 
in the genus Cycas. To protect them in the same manner as the seeds 
are protected in other Cycadaceae, where a change in form of the scale-like 
sporophylls takes place, would be scarcely possible with the megasporophylls 
arranged as they are. In the other Cycadaceae the megasporophylls 
experience in the course of their development a special change in form 
corresponding to the enlargement of the ovule. 

Dioon. The flower of Dioon comes nearest in outer configuration 
to that of Cycas. The carpels are still fiat, and show the rudiment of 
a lamina (Fig. 342, Z), and at their base also a rudimentary pinnule, some¬ 
times two. 

Ceratozamia. In the other genera of Cycadaceae the lamina of the 
megasporophyll is very much reduced, yet in Ceratozamia there are still 
rudiments of two pinnules * in the two ‘ horns ’ of the sporophyll. These 
are originally soft and lie upon the outer surface of the sporophyll in the 
young flower. Later they diverge and begin to harden into spiky structures, 
which may perhaps be considered as a mechanical protection of the flower. 



FlC. 341* Cyc^ revglala. 
Megasporophyll or carpel. Alter 
Sa^s. Reduced. Lcnrb. 


^ Sometimes more than two. 
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The sporophylls themselves are originally flat (Fig. 343, I), and have scarcely 
any indication of a stalk. Subsequently when the megasporangia become 
larger changes ensue which bring it about that the sporophylls form 
a protecting roof. The first thing that takes place is a stalk appears 
(Fig. 343, II), and then there develops upon the upper side and upon the 
under side a thickening {E, Fig. 343, II) which gives the sporophyll 
a somewhat peltate conformation. Thus a process which occurs in Equi- 

setum and elsewhere before the formation of the 
sporangium begins here at a much later moment 
in the development. Fig. 343, III, shows us how 
the peltate expansion of the sporophyll forms a 
L mail-covering to the outside, and the ‘horns’ 


KiG. 54a. Dioon edult*. Me^a^por^ 
phytl: 4 limtna; RF, HF. f^iluccd 
pifinal«^ ; of the >poro* 

phyll b^loA the megA^rvoranijium 
whose mictropyk is turned aownwards 
in the figure. Reduced* 


Fig. 544. Ceratozamia robustn. 1 , young fm*ga*»|)oropliyU, still Hat; 
fight and left of its still very short stalk is a megasporangiuoi (ovulei. 
It; older megasporophyll which is become ^hirlddiko through the out¬ 
growth, which appears both above and belmv; A^ swelling under the 
ovule. 111. three sporopliylls seen froin outside the cone. 


which have not hitherto been considered, so far as I know, as rudimentary 
pinnules appear displaced upon the outer surface of the shield. 

What the relationship of the configuration of the sporophyll is to 
pollination is not known. The question when the normal pollination takes 
place can only be certainly solved in the home of the plants, and up till now 
nothing definite is known about the pollination. The observations of Kraus 
seem to indicate that not all the Cycadaceae are wind-pollinated as is 
commonly supposed *. 

The other genera have megasporophylls which are distinguished 
essentially from those of Ceratozamia by the last traces of rudimentary 
pinnules having fallen away. Lang^ found the megasporangia of Stangcria 


‘‘‘ botanique de Builenzorg, 

ovl^f Morphology of Cycadcan Sporangia: II. Tlio 

OTnle of Stangena paradoxa, m Annals of Botany* xiv (1900), p, 281. 
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paradoxa upon the under side of the sporophyll, which is of interest in 
so far as here a displacement has evidently taken place in the course of 
the development \ a displacement which is no longer directly perceptible 
in the microsporangia. 

Microsporophylls (Stamens). These have a more uniform con¬ 
figuration in the Cycadaceae than have the megasporophylls. They are 

everywhere broad scales, in Zamia approaching the 
peltate form, and in Ceratozamia still showing rudi¬ 
mentary pinnules like the megasporophylls. The 
microsporangia stand upon the under side arranged 
in many evident sori (Fig. 344). 

The difference in the configuration of the 
microsporophylls and megasporophylls shows itself 
also in the number and position of the sporangia. 
It is clear that upon the under side of the micro- 
sporophyll many more sporangia will find room 
than upon the edges. One might then upon the 
ground of the assumption that the megasporophylls 
and microsporophylls must have been originally 
constructed alike take as a starting-point sporo¬ 
phylls constructed with marginal sporangia. In 
the case of megasporangia there has been reduction 
usually to two. In the case of the microsporangia 
there has been an increase in the number, and a 
displacement upon the under side. Whether—and 
regarding this I have no first-hand knowledge—the 
formation of the stamens of Zamia Skinneri, whose pollen-sacs are almost 
entirely pushed to the margins 2, may be considered as giving support to 
this conjecture is a matter for further examination. It may be pointed out, 
however, that these differences repeat themselves in other cycles of affinity. 

II. GINKGOACEAE AND CONIFERAE. 

Male Flower. Relationships are here very simple and clear. It 
has been already pointed out ^ that the male flowers resemble very closely 
the spikes of sporangia of many Pteridophyta. Like them they consist of 
sporophylls and flower-axis. The scales which invest the male flowers in 

* Similar to that which takes place in Scbizaea and other ferns. j* ™ 

* A. Braun, Die Frage nach dcr Gymnospermie der Cycadeen erlantert durch die Stellang die 
Familie im Stufengang des Gewachsreichs, in Monatsberichte der Berliner Akademie aus dcm J 
18/S. P. 357. On p. 351 he says that on the stamens frequently only two microsporanpa 

and they are placed so near the margin of the stamen that they may be said almost to have the sam 
position, exactly as the megasporangia on the megasporophylls. 

* See pp. 470, 47J. 



Fig. Cycas circInaUs. 

Stamen seen (rom below. After 
Richard. Lehrb. 
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the bud-condition must be considered as bud-scales analogous with those of 
the vegetative buds, they arc not sterile sporophylls. 

The conformation of the stamens stands in the closest connexion with 
the protection of the microsporangia in the bud, and as in the case of the 
carpels of the Cycadaceac we meet with two chief relationships of configura¬ 
tion of the sporophylls, although they are united by many transitions :— 

{a) Stamens which have more or less developed flat scale-like lamina. 

(d) Stamens with a peltate lamina. 

Where the stamens arc scale-likc the upper part of each is in the bud 
laid over the sporiferous lower part of the higher-placed sporophylls. The 
scale-like stamens of many Cupressineae and other 
groups .''how upon their under side an outgrowth 
which I regarded formerly as the analogue of an 
indusium, because it serves for the protection of 
the microsporangia. Through this outgrowth these 
stamens have become hypopeltate. Should this 
outgrowth arise in a still earlier stage the leaf 
would from the first be peltate, as it is in Taxus 
whose microsporophylls closely resemble the sporo¬ 
phylls of Equisetum in general form and likewise 
in having the sporangia distributed radially upon 
them. The significance of the configuration of the 
microsporophylls for the protection of the sporan¬ 
gium is conspicuous also where the sporophyll in 
the mature state appears very reduced, as in Ginkgo 
(Fig. 347. and Phyllocladus. Fig. 345 shows 
that the lamina, L, of the sporophyll of Ginkgo 
forms also in the bud-condition a closing structure 
towards the outside. It possesses many secretion-reservoirs, H, and there 
is abundance of calcium oxalate in the tissue of its upper part. Evidently 
it serves as a seat of deposit of the by-products of metabolism which 
arise in the formation of the sporangia. That the microsporangia of 
Ginkgo require at a later period, as they unfold, less protection may be 
connected with the fact that their wall is constructed out of relatively 

many cell-layers. We shall sec that in the female flower of Ginkgo the 
Sporophylls are likewise very reduced. 

Position of the Microsporangia. The position of the microspo- 
rangia upon the microsporophylls is not everywhere the same. In Ginkgo, 

may ca'iuhem Ab.ctineae Uvo sporangia are normally present and we 
t^^arlH-t T The number is sometimes greater in Ginkgo, and 

position irth T' "'"r!? "o^al 



Pic. 345. Cink|;o biloba. Pon 
tfon of a male (lower io longitu* 
dioal section. Three stamens are 
involved. The sporogenous ceil* 
tissue is shaded: 4 , Tamina; 
resia.cavity. The oxalaie-^lands 
are indicated by dot& 
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Variation of Microsporophylls in one Flower. The construc¬ 
tion of the microsporophylls of many Coniferae varies somewhat in one and 
the same flower. In illustration we may consider the case of 

Juniperus communis. Its stamens are of the very greatest interest on 
account of their variations, although hitherto this matter appears to have 
been overlooked *. The ‘typical ’ form of the stamen is well known : it has 
a scale-like lamina, and bears upon its under side three or four pollen-sacs; 
the lamina has the function as it is described above. In the upper portion of 
the flower we see two phenomena:— 

(a) The lamina of the sporophyll is reduced. 

{&) The number of pollen-sacs is reduced. 

The reduction of the lamina can be easily understood biologically. 
In the upper part of the flower-bud the area which has to be protected is 



Pic. 146. Juniperus communis. 1 . summit of a male f)ow*er seen from above; the uppermost stamina! 
whorl of three stamens; the second staminal whorl, shows on each stamen two pollco-sacs and the indication 
of a laminai /; the third staminal whorl, of which only the lips of the laminae of two stameni; are seet); each 
of the stamens of this whorl had three pollen-sacs not shown in the 6^re. II, the sanoe in longitudinal section, 
in, the same in transverse section. 


much smaller than is that of the wider part below, and the protection is shared 
with the lamina by the staminal primordia standing lower down. The cause of 
the phenomenon is that the processes which finally lead to the stoppage of the 
growth of the whole flower do not set in all at once but gradually—we have 
a developmental arrest. Fig. 346, I, gives a view from above of a flower 
very near the time of its unfolding and provided with perfect pollen-sacs. 
The sporophylls stand in a trimerous whorl, the stamens of the second whorl 
from the top, st.„ have each only two pollen-sacs which are evidently lateral 
upon the stamen, as we find them in Abies, Pinus, and others. The lamina, /, is 

‘ Ciilakovsky, Nachtrag zu meiner Schrift iiber die Gymnospermen, in Engler s Jahrbiicher, xxiv 
(1898), for example, expressly sUtes that all the stamens of the Coniferae still possess above the 
|jollen-chambcrs a vegetative end-portion which disappears in the stamens of the Gnetaceae. e 
same author, Die Gymnospermen, cine morphologisch-phylogcnelische Studie, in Abhandlungen er 
k.iniglich-bbhmischen Gesellschaft der Wissenschaflcn, Folge 7, iv (1890), further «^«larM that 
the anthers of the Coniferae ‘do not have their pollen-sacs terminal but sub-lateral, there is 
always a vegetative terminal portion developed above the pollen-sacs, the crista or s le ,' 
indeed may be much reduced, as it is in Ginkgo, and still more in Torreya, wit out, ’ 

the pollen-sacs thereby being m.adc terminal.' I believe that I show in the text that the pollen-sacs 

are often terminal in Janiperm* 



MALE FLOIVER OF GINKGOACEAE AND CONIFERAE 517 

greatly reduced. As the stamens become broader a third and then a fourth 
sporangium appear. Thus the hypothetical procedure premised above for the 
stamens of the Cycadaceae here actually takes place within one and the same 
flower. Further, it is clear that between the configuration of the stamens of 
the Cupressineac and those of the Abietineae there is much less difference 
than one would be disposed to admit at first. The two sporangia of such a 
stamen are sometimes found united with one another, a condition evidently 
connected with the reduction of the lamina. Higher up upon the Jiozuer-axis 
arc found instead of the sporophylls single sporangia at the end of the flower 
(j/j, Fig. 346, I. II). There can be no doubt that this is a consequence of 
a reduction of the sporophyll, as indeed the transition-forms show. But this 
reduction is often so fundamental that nothing but the sporangium remains. 
The history of development would doubtless show that the sporophyll has not 
entirely disappeared. To it evidently belongs the lower stalk-like part of 
the sporangium which, did we not know of the transition-forms, might well 
be regarded as the stalk of the sporangium. Such a stalk is not found upon 
microsporangia arising upon the under side of the stamens. The proof which 
we have here, without any application of hypotheses, that a sporophyll may 
be reduced to one sporangium appears to me of momentous interest, and it 
supplies us with a sound ground for the assumption of far-reaching reduction 
in the case of the mcgasporophyll which will be presently mentioned, for in 
the case before us it is based upon observation, and not merely upon com¬ 
parison. Those who would have it that the sporophylls have arisen from a 
partial sterilization of sporangia will be able to use Juniperus as an example 
of the occurrence of the process they assume—if they do not read the writ¬ 
ing from below upwards but inversely. When speaking of the formation of 
sporangia I shall deal briefly with this question ^ Here I may only point 
out that in all such comparisons one is treading upon uncertain ground. 
This is shown, for example, by the fact that in Juniperus two of the last 
sporangia occasionally unite with one another. Fig. 346, III, shows a trans¬ 
verse section through the apex of a male flower which has only two sporangia 
of unequal size at its end. At the base of the larger of the sporangia I found, 
however, as the following section in the series showed, a rudimentary, very 
short partition-wall indicating that the structure was the result of the con¬ 
crescence of two sporangia. One might then in fancy derive the three 
sporangia from the splitting of one single one, and finally the whole flower 
from one sporangium by ‘progressive sterilization,’ ‘amplification,’ and so 
forth! Here, as in other cases, the first thing that has to be sought is not 

the phyletic value of the phenomenon depicted, but the determination of the 
conditions under which they occur. 


’ Sec p. 606. 
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Female Flower*. The female flowers are much more variously 
constructed than are the male flowers, so much so that the questions what is 
carpel? what is flower? what is inflorescence? have been much discussed. 
We proceed from the cone-like flower as it is found in many Coniferae, and 
name as sporophylls or carpels the leaves which are sessile on the axis of the 
cone which has some resemblance in habit with the female flower of the 
Cycadaceae. The ovules stand in the axil of these leaves, sometimes as in 
the Abietineae upon a special scale—the seminiferous scale. 



FlO. 347. Giokeo biloba. d. portion of a branch with a short shoot bearing a male floweri 0, stamens: 
c-i female flower; ^ the same with seed; Cy stone of the seedseed io transverse section; seed in longitudinal 
section; A, flower with many ovolea After Richard. Lehrb. 


We may first of all point out that the carpels at the period of flowering 
are in general the less developed the less they are required for the protection 
of the ripening seed. We see this particularly in Ginkgo. 

Ginkgo. The female flowers of Ginkgo (Fig. 347> small axillary 
shoots on which normally two ovules are found (Fig. 347, K)^. The sporo¬ 
phylls are usually not visible here as separate formations, and it is highly 
probable that an entire reduction has taken place, as we have seen it in 
the male flowers of Juniperus, that is to say the sporophylls are reduced to 
single megasporangia. Only if these appear stalked, as in Fig. 347 * 


I A detailed description of the relationships of the female flower is more withm ^e province of 
systematic botany. There are, however, a few facU which must be statrf on account of 
paphical bearing. Of the literature see specially Strasburger. Die Coniferen und die ^euc^, 
feul 187a; id: Die Angiospermeo und die Gymnospermen. J«a .879; 

Gymnosp^rmen, eine morphologisch-phylogenetische Studie, m Abh“dlungen der 
bbhmiscCn Gesellschaft der Wissenschaften,Folge7. iv(i 89 o); id., Nachtrag 

die Gymnospermen. in Engler’s Jahrbiicher. xxiv (1898). The further hterature « cited m these works. 
* This figure shows a great number, and thus the ovules appear stalked. 
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stalk, as in the megasporangia of Junipcrus, is the lower portion of a carpel 
upon which the megasporangium is terminal. The sporophyll is indeed 
also very reduced in the male flower of Ginkgo, but in abnormal cases, as 
Fuji has observed, megasporangia can also appear upon the foliage-leaves. 
The seeds are specially 
large (Fig. 34". 
have as in Cycadaceae a 
fleshy outer coat and hard 
inner one. The hook-like 
swelling at one side of the 
base of the megasporangium 
may be compared with the 
outgrowth of the sporophyll 
arising in a similar position 
in the Cycadaceae. 

Taxineae. In this 
family likewise the ovules 
ripen without the protection 
of carpels, and the seeds like 
those of Ginkgo have a hard 
inner coat and a succulent 
outer coat, and are thus 
adapted for distribution by 
animals, especially birds. 

Cephalotazus and Tor- 
reya. In Cephalotaxus and 
Torreya the ovules stand in 
pairs in the axils of one leaf, 
the sporophyll (Fig. 348, V). 

In Cephalotaxus these sporo- 
phylls are united into small 
cones, and of the ovtUes usually 
only one develops further. 

Between the ovules there is 
a flat enlargement which has 

been interpreted as the vegetative point of the axillary shoot which bears the ovule *, 
or as a third sterile carpel. 

Phyllooladus. In Phyllocladus (Fig. 348, VI) the ovules are solitary in the 
axil of a carpel. They are provided with an aril and are protected, at least in the 
cases which have been examined, by the sterile carpel standing above them. Formal 
morphology takes the ovule in this genus to be the single carpel of an axillarv 
carpellary shoot that is no longer perceptible- 

* B7 this explanaUon we should have here as in Ginkgo a carpel reduced to an ovule. 


^^0. I-Ill, Dacn'iiinm Coleosoi. 1 , flower with an ovule in 
lon^tudinol section; //, resin<anal. I!, flower with two otiilca. 
Ill, ovule in transverse section; O, vascular bundles; J/, resin-canals; 
y* envelope. IV, Sequoia scropervirens. Cone-scale in lonei- 

tuuinaJ section ovule. A resin-can aland a vascular bundle are seen 
m the scale. V, Cephalotaxus Fortunei. Portion of a female flower 
m transvcf^ sertion; W, aiis; D, sporophyll; o\-ule. VI. Phyllo. 
eJadus alpmus. i oong fruit in longitudinal section ; Wr, aril. 
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In the illustrations that have been given the ‘ flowers * ’ consist of a large number 
of carpels which bear one or many ovules in their axils. 

Podocarpeae. A reduction in the number of the ovules takes place also in the 
Podocarpeae, where we have sometimes flowers in which there are many sporophylls 
each bearing one anatropous bitegminous ovule (Fig. 349, IV), sometimes flowers 
in which only one sporophyll is fertile, or, it may be, only one sporophyll exists. 
In Podocarpus ensifolius- (Fig. 349, I-III) the flowers begin with two sterile 
prophylls which are frequently like foliage-leaves, whilst the sporophylls thicken 
fleshily at their base (Fig. 349, I). In Fig. 349, II, two sporophylls are fertile, 
that is to say, bear ovules. In Fig. 349, III, only one sporophyll is fertile notwith¬ 
standing the number of leaves which are combined together in the cone. 



Fig. 349. Podocarpus ensifolius. I-Ill, female flower-cone In different stages of constnictlon. IV, apea of 
a cone-scaie with ovule in longitudinal section: aril. V, point of insertion of ovule in transverse section; 

vascular portion of the conducting bundle shaded, sieve-portion dotted. 


Dacrydium Colensoi* (Fig. 348, I-III) has flowers which are no longer 
sharply limited. On a branch which may subsequently elongate vegetatively ^ some 
leaves develop bearing one or two sporangia (Fig. 348, I, II). This is the flower. 
We can imagine that such a flower has arisen out of one like that of Podocarpus 
ensifolius by the flower-axis forming vegetative leaves above the carpels, and in 
connexion therewith showing no limited growth but growing forth further as a 
vegetative shoot. 

Taxus. In the genus Taxus (Fig. 350) the female flower is composed of a 
single ovule which forms the end of a small shoot, and below the ovule there are 
a number of small scales. It is a form of flower which differs much more from the 
sporangial grouping in the Pteridophyta than do the forms which have been mentioned 

above. 


’ According to other interpretations really inflorescences. 

* I gathered this in West Australia. 

5 I collected this in New Zealand thinking it was Podocarpus, 


bnt Dr. Pilger of Berlin has been 


good enough to identify it for me. 

* One secs then on the twig a scar indicating the place where the seed sat, 
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With regard to the female flowers of the other Coniferae:— 
ARAUCARIEAE. \Vc have a simple construction in the Araucarieae. 
The ovules arc solitary or many upon the upper side of the sporophylls 
which stand on an axis and compose with it the female cone. We should 
obtain the relationships of position of the female flower of Dammara rightly 


enough if we replaced 
by ovules the sporangia 
of a spike of Lycopo¬ 
dium. 

TaxOdieae. Cu- 
PRESSINEAE. A com¬ 
plication appears in 
other forms where an 
outgrowth arises upon 
the sporophyll above 
the primordium of the 
ovule and becomes only 
a membranous wing, as 
in Cunninghamia; or 
a scale-like formation, 
as in Cryptomeria japo- 
nica, where it ends 
above in several Icaf- 
point-like teeth which 
are also indicated in 
Sequoia sempervirens 
(Fig- 34^' IV)'; or a 
massive outgrowth not 
segmented off from the 
sporophyll or semini¬ 
ferous scale, as in the 
Cupressineae, where in 


TTT 



FiC. Taxus brtccata. A, twig with frmalc no\v<‘r^; ‘ two ovulfs on 

llic static shoot. B, Ic.il* with fcriih* axillary shoot. C shoot in loiif'itudinal 
section whose apex, r, U displaced to the side. At the top a female noN\er • 

nuccllus; mcc;avporc ; r. intrnmient; w, micropvie’ 
After Strashurger. Lcbrb. natural sac. B, magnified a. C. magtiificd 48. 


most cases it is unmembered but in Cupressus Lawsoniana such teeth arc 
also seen. The ovule stands here upon a small growth in the axil of the 
scale of the cone. The scale itself develops after fertilization in the same 
way as does the megasporophyll of Ceratozamia 2. 

Abietineae. The Abietineac show the most peculiar formations. 
The ovules are placed upon a body called the seminiferous scale which 
covers and reaches beyond the scale of the cone. The cone is composed of 
a spmdle on which scales, the sporophylls ^ are inserted, and in their axils 
the seminiferous scale s arise. E ach seminiferous scale bears two ovules upon 

’ Where, however, the teeth do not fall over the ovules, 

’ See p. 51a, ^ The * bract-scalcs ’ of authors. 
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its upper-surface. The history of development makes clear the relationships, 
and I may describe them briefly as they are known in the silver fir ^:_ 


Development of the female flower in silver fir. The bud out of which 
the female flower proceeds is distinguished at first only slightly from a foliage-bud. 
It stands in the axil of a foliage-leaf or needle upon the upper side of a twig, and is, 
like the buds which will unfold as new shoots in the following spring, covered with 
bud-scales. Its thick vegetative cone which is enclosed by the bud-scales produces 
a number of primordia of leaves as does the foliage-bud. These primordia which in 
their young condition quite conform to those of the foliage-leaves do not, however, 
develop into foliage-leaves but into the sporophylls mentioned above, and they 
remain somewhat small. After some time, at the beginning of October, there is 
found at the base of each sporophyll a hemispheric swelling. This is the primordium 
of the seminiferous scale upon which later the ov-ules arise. Were the seminiferous 
scale in this stage to be arrested it would appear as an ordinary placenta, like the 
placental cushions of many ferns, or those upon which the microsporangia of the 
Cycadaceae arise. But instead of doing this when the further development begins 
in May of the succeeding year this cushion begins to grow into the form of a scale, 
becomes much larger than the sporophyll, and quite covers it. At the base of this 
seminiferous scale the ovules arise ; they are at first erect, and later become inverted 
so that their micropyle is directed downwards towards the spindle of the cone. 
This peculiar construction has a connexion with pollination which is somewhat 
different in the different species because the seminiferous scale at the time of 
pollination does not show everywhere the same relationship to the sporophyll. 
Everywhere in the cone-flower the scales open out at the time of pollination and 
subsequently lie close together upon one another. The separation of the scales is 
occasioned by a stretching of the intemode of the axis of the flow’er. The closing 
is the result of the strong growth upwards of the seminiferous scale. 

PoUination in Pinua Puinilio. As regards pollination, we may describe it 
in Pinus Pumilio. The seminiferous scales, as in the other species of Pinus, are much 
larger at this time than the sporophylls. They have a bright red colour, and possess 
upon their middle a keel-like elevation (Fig. 351, K), and the pollen-grains slide along 
the erect seminiferous scale on both sides of this median keel (Fig. 351, a, P) and so 
reach the micropyle of the ovule (Fig. 351, M) which is drawn out into two long 
lobes. This, however, is not the only path for the pollen-grains. The margins of the 
sporophyll are bent back so as to produce four channels (Fig. 35 i> <■» ^>/)» 

these all lead finally to the micropyle. 

In Abies excelsa, Larix, and elsewhere, where the seminiferous scales at the 
time of flowering are still smaller than the sporophylls, it is the sporophylls which 
form the passage for the pollen-grains, and the seminiferous scales take only a 
secondary share in it, inasmuch as they cause the pollen-grain in the last portion of 


> See Schacht, Gnmdriss dcr Auatomie und Physiologic der Gewachse, Berlin, 1859, pp. i8j ff.; 

also Strasburger, Die Conifcren imd die Goetacccn, Jeoa, 1873. 

* See Vaochcr, Hisloire physiologiquc dcs plantes d'Europe, Paris, 1841, tome iv, » 

op. cit., p. 368* 
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its way to slide downwards to the ovule. After fertilization the seminiferous scale 
enlarges considerably and encloses the seed closely. It fulfils now the same function 
as does the outgrowth which appears only after fertilization upon the sporophyll of 
Cupressus. In the two functions—the protection of the ovule and the conduction 
of the pollen-grain to the ovule—the seminiferous scale conforms to the ovary of 
the Angiospermae. The important part played by the exudation of a drop at the 
micropyle of the megasporangium has long been known in the fertilization of all 
the Coniferae 


Position of the Female Flower in Coniferae. As regards the 
position of the flowers: the female flow er in the majority of the Coniferae 
is so placed that the pollina¬ 
tion takes place from above. 

Where they are not erect they 
curve negatively geotropically 
upwards, as is especially seen 
in the case of Larix. It ap¬ 
pears to me to be significant 
that this takes place specially 
in the coniferous flowers which 
possess ovules whose micro¬ 
pyle by a subsequent growth 
is turned downwards, as in the 
Abietineae and Podocarpus. 

Biological Relation¬ 
ships. Regarding the bio¬ 
logical relationships of the 
female flower there is little 
of a general character to re¬ 
late. There is, however, the 

question of the pollination of the ovules and the protection of the ripening 
seed. 



Fir*. 35t. Pinus romilio. Portion of a tangential section through 
a female cone at the time of pollination; Dy sporophyll; semini* 
ferousscale; meilian nOgeon seminiferous scale; micropyle; 

c, dy €y/y channeb along which the pollen-grains slide to the 
micropyle. 


This problem can be solved in different ways. In many cases the aid of 
carpels is entirely got rid of, as in Ginkgo and Taxus, and the flow’ers then 
appear to be extremely reduced. The outgrowth of the carpels appears the 
earlier, the earlier its function is performed ; where its work is only that 
of protecting the seed, as in the Cupressineae, it arises late ; where it aids in 
the conduction of the pollen-grain, as in the Abietineae, it appears earlier. 

The lie of the megasporangium within the flow er may be connected with 
its size or with that which the seed will reach. So far as I sec, the ovules of 
flowers where there are numerous ovules retain the upright position only if 
they are relatively small and belong to cones of small dimensions. Where 


* Vauchcr, Histoire physiologique des planle* d'EMrojK;, Paris, 1841, tome iv. 
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the seeds arc larger and are arranged in larger cones they can be better 
looked after if their longer axis falls m with that of the cone-scales h 
Nevertheless in the Abietineac the ovules are inverted. What significance 
the anatropous configuration in the ovules of the Podocarpeae has we do 
not know. 

The Question of Flower or Inflorescence. The relationships of 
configuration of the female flowers of the Ginkgoaceae and of the Coniferae 
have received very different morphological explanations. Worsdell has 
given recently an historical account of these to which I may refer I would 
only refer to one point. What has been spoken of above as a female flower 

in the Abietineae, Podocarpeae, and Cupres- 
sineae, is by others regarded as an inflorescence. 
This interpretation is with great ingenuity de¬ 
fended by Celakovskj^, who bases it chiefly 
upon two grounds;— 

(rt) the structure of the female flower of 
Ginkgo; 

(^) the ‘ anamorphose ’ which has been fre¬ 
quently observed especially in the Abietineae. 

The argument from anamorphose. In this 
we have to deal with malformations—when compared 
with the normal—in which a shoot appears in the posi¬ 
tion of the seminiferous scale, and various intermediate 
states between normal seminiferous scales and vegeta¬ 
tive shoots arise—a consequence of the vegetative transformation setting in at an earlier 
or later stage. We may meet with, for example, a shoot which begins with two leaves 
bearing upon their under-surface rudimentary ovules. From this it has been concluded 
that the seminiferous scale is an axillary shoot producing two leaves which twist through 
about 90®, become concrescent by their edges, and bear each of them one ovule upon 
the under-surface which is turned to the axis of the cone. In Pinus a third rudimentary 
leaf is added, which is constructed as a ‘keel.’ Fig. 352 will help to explain this. 
It shows a malformed seminiferous scale from an androgynous cone*. Instead of 
the normal seminiferous scale there are three leaf-like structures, a, b, c, united at 
their base and each bearing upon its under-surface one malformed ovule recognizable 
by the abnormal micropyle, mi. a and b correspond to the first two leaves of the 
axillary shoot of the bract-scale. They have not, however, undergone complete 
torsion and they bear the ovular primordia evidently still upon their outer side. 
Whether f is a new formation or corresponds to the keel, which might also be 



FiC. 35?. Pinus maridma. Malformdc 
seminiferous scale. Explanation in the 
text. The 'bract'Seale ' Ivine behind the 
seminiferout scale is partly indicated by 
the clotted line. The indices from mi arc 
too long in the figure. 


• We have seen the same features in the Cycadaceae; one may compare the lie of the megaspo- 

rangia of Ceratozamia (Fig. 343) with that of Cycas. , j • 4 

» Worsdell, The Structure of the Female ‘ Flower’ in Coniferae. An Historical Study, in Annals 

of Botany, xiv (1900). 

^ See the account of this cone on page 471 where it is figured (Fig, 311). a orine sc 
frequently appear here as well as normal seminiferous scales* 



FEMALE FLOWER OF CONIFERAE 


525 


represented by d, is not of importance. That we have to do here with a check of 
the development is shown by the arrest of tlie ovules. If we regard the occurrence 
from the ‘ purely morphological' side the whole structure corresponds to an a.xillary 
shoot of the bract-scale which usually is reduced to two leaves : in Araucaria and 
Podocarpus there would be only one present, in Cryptomeria and others there would 
be many laterally confluent with one another. If these leaves be the sporophylls, 
the covering scales are the bracts of the flower. 

Argument from viresconce. Similar phenomena appear when virescence takes 
place. There can be no doubt that in virescence we have a vegetative transformation 
of the seminiferous scale, but it does not follow that wo must endeavour to make out 
that the observed phenomena are those of the ‘ normal ’ course of development. 
The plant devotes to the construction of the ovules and to the protection of these an 
axillary outgrowth of the bract-scale which can appear in vegetative development as 
a shoot. This transformation is brought about by external influences, at least in 
many cases We find virescenl cones on pruned spruce-hedges, and on trees 
growing at the upper limit of tree-growth where they easily lose their top. Naturally 
other factors can act also. 

Summary. Putting on one side, however, the causes which bring about the 
virescence and other checks, we may sum up as follows :— 

If the development of the primordium of the seminiferous scale of the Abietineae 
is stopped at an early enough period it can grow out into an axillary shoot whose 
first leaves bear the arrested ovules on their under-surface. It is [lossible to construct 
a series which, starling from the seminiferous scale of the Abietineae, passes to the 
dorsal outgrowth of the cone-scale of the Cupressinoae, This does not require tlie 
primordium of the seminiferous scale to have been a shoot with developed leaves. It may 
have experienced its transformation into setniniferous scale before such a segmentation 
set in. and in phyletic relationship I see no necessity for the assumption that the 
seminiferous scale corresponds to a small greatly reduced flower. There are wanting 
transition-forms which would demonstrate any such history. The analogy with 
Ginkgo is of less value as an argument because a common origin of the Coniferae 
and Ginkgoaceae is extremely improbable. 

Hypothesis. We may, however, if we wish to construct hypotheses suggest 
others. Starting from a c.upel like that of Ceratozamia which bears two lateral 
ovules, if these are displaced upon the upper-surface of the carpel they may assume an 
axillary position to it. If their number increases then we at once liave the relationship 
in many Cupressineae ; if it diminishes we have that of Podocarpus. For the pro¬ 
tection of the seeds the carpel develops into the peltate form of the Cupressineae, 
and soon there arises a more or less independent axillary outgrowth of this, which 
in its extreme form exhibits the construction as it occurs in the Abietineae. Virescence 
and other malformations seem to me only to show that the primordium of the semini¬ 
ferous scale has the capacity, although this usually remains latent, to develop into 
an axillaiy shoot, but not that it ever was a functionally active one. The mycelium 
of a fungus induces the leaf of Pteris quadriaurita to produce shoots—a capacily 


‘ See Goebel, Vcrgleichcnde Eotwicklungsgeschichte 
der Botanik, iii (18841, p. 133. 


der Prtanzenor^ftne, 


in Schenk's Handbuch 
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which usually remains latent—which are then provided with leaves. The galls caused in 
Aspidium aristatum ' by Taphrina cornu cervi may be termed a rudimentary attempt 
at the formation of shoots. The unfolding of a latent primordium does not of 
necessity require us to conclude that it is a ‘ reduction.’ 

The foregoing hypothesis, which of course is only one of the many that might 
be suggested to bring the facts into union one with another, appears to me. however, 
to lead to greater simplification. Whilst there is something to be said for the hypo¬ 
thesis which traces the construction from Ginkgo, yet I must state that it seems to 
me to be a ‘ purely formal ’ one, and that it has not as yet explained to us in its 
teleological connexion why the female coniferous flower should have experienced 

such far-reaching transformations whilst the relation¬ 
ships to pollination at least are nearly alike in all. 

III. GNETACEAE. 

The third group of the Gymnospermae— 
or, if one makes the Ginkgoaceae a separate 
group, the fourth—is the Gnetaceae, and it does 
not require here any elaborate description. 
The flower is surrounded by a perianth, indi¬ 
cations of which are also found in the flowers 
of other Gymnospermae, and in Wehvitschia we 
meet with for the first time a hermaphrodite 
flower, which, however, becomes unisexual by 
the arrest of the stamens or of the female 
apparatus. It is possible that Wehvitschia 
(Fig. 353) originally possessed hermaphrodite 
flowers. That consequently all gymnospermous 
flowers must be considered as primarily hermaphrodite does not appear to 
me to be a consequence -. The stamens of Wehvitschia are concrescent below 
into a cup-like structure, and each bears at its apex three microsporangia 
arranged radially, and opening by splits. In Ephedra there stands in the 
middle of the flower which is invested by two envelope-leaves a stalk-like 
column on which two or more bilocular sporangia are seated, and these may 
well be regarded as reduced stamens. The function of the filaments which 
are absent is performed here by the elongation of the flower-axis which thus 
raises up the sporangia for the proper distribution of the spores^. 

The essential thing here is that the conformation of the stamens stands 
in relation to the presence of a flower-envelope which encloses the stamens 
tmtil a short time before their unfolding. In the other Gymnospermae it has 

* See Giesenhagen, Die EntwickluDgsreihen der parasitischeo Exoascecn, ia Flora, Ixxxi 
(Ergiiozungsband zura Jahrgang 1895), p. 330. 

* See in this relation what has already been said, p. 47I) and Part I, p. 60. 

* It is therefore of little moment whether one derives the column from the flower-axis or from 
a congenital union of leaf-structures in whose formation the flower-axis is quite used up. 



FiC.w. Welcvitschia roirabilir Male 
flower after removal of the flower-envc- 
lope ; N, sti^a-like apei of the iotegu* 
ment of the ovule vvhien does not attain 
to full development. 
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been shown that the conformation of the stamens has the closest connexion 
with the protection of the microsporangia in the bud. and that the special 
‘aim' of the configuration of the lamina of the stamens is the protection 
of the microsporangia during their ripening and there is no question of an 
envelope of the male flower for this purpose. But in the Gnetaceae where 
the envelope itself encloses the microsporangia the configuration of the 
stamens is correspondingly simplified. The majority of Angiospermae 
behave in exactly the same way. 

The construction of the female flower will be briefly referred to when 
megasporangia are described 

The flower-envelope of the Gnetaceae may be considered as being 
constructed out of hypsophylls. When speaking of the envelopes in the 
Angiospermae reference will be made to this again 

An approach to the Angiospermae is also found in this—the ovule is 
invested by an outer envelope. This may be regarded as composed of two 
concresccnt leaves, and it is present, for example, in Ephedra, even when the 
seed is ripe, forming a thick outer shell like a pericarp in an angiospermous 
fruit. This structure may be regarded as a rudimentary ovary which has 
not reached the stage of forming a stigma ; the stigma-like organ of the 
Gnetaceae belongs rather to the integument of the ovule. 

IV 

THE SPOROPHYLLS OF THE ANGIOSPERMAE 
A. THE FLOWER IX GEXERAL. 

The flowers of the Angiospermae arc much more varied than are those 
of the Gymnospermac They differ from those of the Gymnospermae 
particularly in this, that the ovules (megasporangia) are enclosed before 
pollination in an ovary which has developed a special organ—the stigma — 
for the reception of the pollen-grains (microspores). The carpels (mega- 
sporophylls) are therefore differently constructed from those of the Gymno¬ 
spermae. The stamens (microsporophylls) have in almost all Angiospermae 
an essentially similar construction about which more will be said later on. 
The flower-envelopes which in the Gymnospermae only give protection in 
the bud, are much more conspicuously developed in the Angio.spermae. In 
many forms, especially those in which pollination is effected by the agency 

See p. 629. a p 

* I can only liriefly refer in this book to some general relationships and to some of the chief pecu- 

li^ir organographical features. Valuable material from the morphological side will be fonnd in Payer, 

Traiti d organoginie comp.ar^e de la fleur, Paris, 1857; Eichler. Bluthendiagramme, Leipzig, 

*875 ; Lngler und Prantl, Die natiirlichcn Pflanzenfamilien; Goebel, Vcrgleichende Entwicklungs- 

geschichte der Pflanzenorgane, in Schenk’s Handbuch der Botanik, iii (1894). As regards the 

confi^ration of the flower in relation to pollination see Knuth, Handbuch der Bliitenbiolode 
Leipzig, 1898-1904. ' 
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of animals, this envelope is entirely or partially developed as a flag-apparaUis. 
And we may mention as a further peculiarity of the angiospermous flower 
tliat it is predominantly hermaphrodite, and unisexual flowers can be proved 
to be frequently the result of arrest of either the microsporophylls or the 
megasporophylls. 

The great importance of the construction of the flower in systematic 
botany has led to extended investigation of it. and its innumerable variations 
have received very full treatment in systematic works. I can therefore pass 
over these here, as well as the consideration of the relationships of the flower 
to pollination ^ and confine myself only to an account of some of the chief 
peculiarities by which flowers arc distinguished from vegetative shoots. Apart 
from the construction of its several leaf-organs, which is bound up with their 
function, and the special features of its axis which have been shortly mentioned 
above we may say that the flower of the Angiospermae chiefly diflers from 
the vegetative shoot by features which can be traced back to 

(1) changes in the arrangement of the parts, 

(2) concrescences, 

(3) arrests. 

I propose now to give some illustrations showing only the general 
relationships 


(i) Arrangement of the Parts of the Flower. 

It has been already shown ^ that the flower in Selaginella possesses an 
arrangement of the leaves which is in part different from that in the foliage- 
shoots. This is repeated in the flower of the Gymnospermae and the Angio¬ 
spermae, and not only in the flower but also in the inflorescence, very 
strikingly, for example, in many Orchideac. This evidently is a consequence 
of the changed relationships of space at the vegetative point of the inflorescence 
and of the flower. This change can be brought about in different ways. 
Some of the processes are as follow;— 


‘ It is incorrect to spc.ik of this subject as ‘ flowcr-biolopy.' a term which has a much wider signi- 
fjcancc. 


* See p. 470. 

^ The accoiiQt I j^ivc is based essentially upon what I have already published in ^ ergleichendc 
lintwickliingsgcscliichte dcr Fflanzenorgane, in Schenks Handbuch der Botanik, iii (1^84)* I here 
once and for all make reference to Hofmeistcr*s Allgemcine Morphologic dcr Gewiichse, Leipzig, 
1868. With regard lo the mechanical theory of Icnf-posilion I may refer to Schwendener, Mecha- 

nischcThcoric dcr Blattstcllungcn, Leipzig, 1868, and to Schumann, Bliitheninorphologische Studicn, 

in Pringsheim’s Jahrbiichcr, xx (18S9); id., Nciic Untcrsiichungcn iiber den Bliilhenanschluss, Leip¬ 
zig, 1890; id., Morphologische Studien> Heft 1, Leipzig, 1892. A criticism of the rese«uches 
which have been made to establish a mechanical exjdanalion of the relationships of configuralion in 
flowers is here impossible, but I must slate that my view of the results to which the meclianica 
theory of leaf-position leads in the domain of flower-morphology differs altogether from that given 
by Weisse, Die Zahl dcr Randbliilhcn am Compositenkdpfchcn in ihrer Beziehung zur Blaltstellimg 
ond Emahrung, in Pringsheim's Jahrbiichcr, xxx (1897); see also Part I,p. 84. 

* Sec p* 509. 
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(a) REL.vriONSHIl* OK RELATIVE SIZE OK PARTS IN THE FLOWER. 

If the vegetative point of the flower or inflorescence retains the dimen¬ 
sions of that of the vegetative shoot, whilst the size of the primordia of the 
leaves—whether these be leaves within the flower or bracts upon the inflor¬ 
escence-decreases, then we shall find numerous primordia of leaves with 
a different arrangement from that in the vegetative shoot. Again, if the vege¬ 
tative point of the flower or inflorescence broadens relatively to the foliage- 
shoot this likewise occasions a change in the arrangement of the primordia 
of the leaves. Changes in arrangement are all the more prominent if the 
two processes mentioned are combined together as they are in the capitulum 
of Compositae. This connexion between relationship of size and arrange¬ 
ment becomes specially conspicuous if there arc changes in the numerical 
relationships of the parts within the flower itself. The microsporophylls in 
particular furnish us with examples. They arc almost never leaf-like in the 
Angiospermac, but commonly possess a narrow thread-like filament, conse¬ 
quently each of the stamens occupies at its origin a smaller area of the torus 
than does, for example, the sepal. Whilst then in the case of foliage-leaves 
if their arrangement is cyclic the number of members in the several succeed¬ 
ing whorls normally remains the same, this is not generally the case in 
flowers. The disposition of the stamens in many Rosaeflorae supplies us 
with a striking illustration of this k 

Geum. Rosa. The young flower-bud of a species of Geum or of Rosa shows 
the usual form of this organ :—there is a broad convex vegetative point, upon which 
the sepals arise in the usual successive series. Then before the inception of the 
five aUernisepalous petals there develops upon the peripheral zone of the torus an 
annular ring or cup which surrounds the central portion of the torus upon which the 
carpels arise. The primordia of the stamens shoot out upon the inner margin of this 
cup, appearing in basipetal serial succession as the toral cup grows by means of its 
intercalary vegetative point. The number of the staminal primordia is very variable, 
not only in the different genera and species but also in one and the same individual 
—and this in accord with the size of the staminal primordia and also with the 
relationships of growth of the torus shortly before their origin. The number 
increases if either the size of the primordia diminishes or that of the zone of the torus 
upon which they arise increases immediately before their inception. According to the 
earlier or later entrance into the development of either of the two factors just 
mentioned we find at first five alternipetalous staminal primordia, or ten stamens 
appear after the pentamerous corolla. 

Agrimonia. Agrimonia gives us an illustration of the five alternipetalous 
staminal primordia. Here, after the inception of the five petals, there appear five 
strikingly large alternipetalous staminal primordia which fill up the space between the 
primordia of the five petals. In Agrimonia pilosa a second pentamerous staminal 

I 'r^ MoThologie und Thysiologie des Blattes. in BotaniscLe ZcUung. 
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whorl follows and alternates with the firstbut in other species of the same genus the 
size of the stamina! primordia decreases after the inception of the first whorl, and a 
second staminal whorl which is decamerous follows the first pentamerous one.’ The 
members of this decamerous second whorl link themselves in pairs to those of the 
first. This construction is not the result of chorisis®. In consequence there is 
a variation in the number of the stamens: Agrimonia Eupaioria, for example, has some 
flowers which have twenty stamens and some flowers which have only five stamens, 
and in numerous case;- the number of stamens oscillates between these extremes. 
The whole condition depends upon relationships of nutrition. We have no reason for 
assuming that the most completely furnished flowers are the typical ones, that is to say, 
are to be considered as phyletically the older ; and this is shown by a comparison with 
other species. We can only conclude from what has been said that there is here no 
constancy in the number of the stamens from the beginning. 



FiC. 354. Scheme of staminal arrangements tn Rosaceae. 1. species of Fotentilla: cd, r/ pairs of 

stamens or the outermost whorl, d, Rubus Idacus, only the outer stamens indicated; a, b, r, r, sepals; 1, a, 3, 4, 5, 
petals. Poteotilla fruticosa; t» a, 31 successive staminal whorls. 

Similar relationships occur in other Rosaceae, but the diminution of growth in 
the organs, and the consequent multiplication of the number of stamens, appears 
in the first staminal whorl. Following upon the five petals there are therefore ten 
stamens which in general are so distributed that the pairs are separated from one 
another by an equal distance (Fig. 354). 

PotentiUa. These relationships of space are retained in a number of flowers, 
for example in many species of PotentiUa, and then a second decamerous staminal 
whorl (Fig. 354, 1 )—in many cases even a third (Fig. 354, 2 )—alternates with the first. 

Rubufi. It is otherwise in Rubus of which Rubus Idaeus may be taken as an 
example. Here the first ten stamens arise at almost equal distances from one another, 
but very early this arrangement is changed, inasmuch as the zone of the torus 
opposite the sepals (Fig. 354. 2 , a, b, c, d, e) experiences a considerable growth, so that 
the separation of the antisepalous stamens is greater than is that of the antipetalous 
ones. On account of the extent of this growth there are usually two—seldom 
one—staminal primordia opposite each sepal. These again by further growth of 
the torus may be pushed aside from one another, and between them one stamen or, 
should the size of the space and of the staminal primordia permit of it, two stamens 
may be interposed. Thus there is no uniformity even within one and the same 
flower, as the diagram shows. Likewise in front of each of the petals (Fig. 354 ) 2 , ri 


* It is frequently, however, iucompletely formed. 


^ See p. 53 ^* 
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2 T 4 5) there may appear two—seldom only one—stamens, usually synchronously 
but often one before the other, and in that case the earlier is placed somewhat higher 
than the other, so that we can suppose that there has been chorisis. The further 
staminal primordia place themselves in the gaps between those that precede them. 

In other Rosaceae* there are found like variations in the number of the 
staminal primordia according to the relationships of space and the relationships of 
position which in one form occasionally vary in another appear to be nearly constant; 
thus Potentilla nepalensis has usually two anlipeialous staminal primordia instead of 
one, a relationship which is almost constant in Rubus. 



Fig. 351 Bschschohiia cAlifornicA. Flower-bud in transverse section. I, the Kwo carpels reitiovctJ; a. bract; 
a, nrophylts; c, calyx ; petals; then follows one tetramerous stamin.il whorl, t, and four hexaiiK'rous >taminal 
whorls, ^*5. II, showti (hirly*OQO stamens. l\i, show's tw'cnty*ei|»fit stamens. The anthers in 11 ami III almost all 
extrorse throu{^h the medianly convex curvature of the connectives. 


Relationships of position like those of the stamens of the flowers of the 
Rosaceae arc found also in the primordia of other organs, for example in 
the bristles which stand upon the outer side of the receptacle of Agrimonia, 
the body of pappus of many Compositac, and I have found the same in the 
androccium of a number of flowers in other families, for example Mimoscae, 
some Anonaceac. Clematis, Papavcraceae. I shall give one more example 
taken from the Papaveraccac. 


Eschseholtzia californica. In Fig. 355, II and III, we have representations 
of two transverse sections of the flower of Eschseholtzia californica. The stamens are 


^ See the treatises that have been cited. 
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numerous; their connective shows later a strong convex curvature upon the inner side 
so that the extrorse position is assumed. The number of the stamens is here as 
in Rosaceae, by no means constant. There are. for example, twenty-eight in 

35 S> I. thirty-one in Fig. 355, II, and twenty-eight in Fig. 355, HI. How these 
are arranged is shown in the young flower-bud (Fig. 355, I). Following upon the 
dimerous calyx comes the corolla of two dimerous whorls p,p, and the petals are set 
on the torus with a broad base. With these four petals there alternates a tetra- 
merous staminal whorP whose members are marked with i. Now the conformation 
of the flower-bud is not circular but transversely oval in cross-section, and the 
narrower sides are turned to the prophylls a and b. Upon the broad sides® of 
the flower there is more room for the insertion of the stamens with narrow base on 
the flower-axis, and as a matter of fact we find here two, whilst upon the narrower 
side there is only one. A hexamerous whorl follows the tetramerous one and its 
members are marked with 2, and in turn it is succeeded by two other hexamerous 
whorls until finally what is left unoccupied of the torus is used up by two carpels. 
In the flower represented in Fig. 355, II, the last leaf-whorl is not complete. 

In other Papaveraceae the relationships are the same*. In Bocconia the 
cyclic arrangement of the stamens is somewhat confused. 

Chorisis. The examples which have been quoted show that there is a 
connexion between the number of the stamens and the relationships of space 
in the primordium of the flower, and this explains why we have changes in the 
numerical relationships in the several whorls. The old morphology gave a 
much simpler explanation in these cases, namely, the word ‘ chorisis/ Even 
in the latest text-books^ this notion is still brought forward as an ‘explana¬ 
tion/ I must repeat what I said about it twenty years ago. 

Moquin-Tandon was the founder of the theory of ' d^doublement Later the 
same notion Avas designated ‘ chorisis,* a name introduced indeed by Dunal, who 


' It is a not uncommon occurrence that the change of the numerical relationships in cyclic flowers 
does not take place abruptly but only gradually. Thus we sec in the first staminal whorl still a 
tetramery. 

* The transverse position of the carpels is no doubt connected with this also. Elsewhere, if two 
carpels are present, they are usually median. 

’ See Goebel) Vergleichcnde Entwicklungsgeschichtc der Pflanzenorgane, in Schenk’s Handbuch 
der Botanik, iii (1884), p. 300. It is there shown that in the Cruciferae, where usually the two pairs 
of longer stamens are interpreted as a chorisis of two primordia, the analogy with the Papaveraceae 
speaks strongly in favour of the independence of each staminal leaf. The relationships of space are 
quite the same. Before the broad side of the carpel there is more room than before the narrow 
side. ... £\ 

* In Strasburger’s Text-book of Botany, 2nd English Edition, London, I 9 ® 3 > (P* 5 ^ ' 

that in the Khoeadinae to which the Papaveraceae belong the androecium consists often of more than 
two whorls on account of the splitting of its members, and again (p. 561) that in the Rosawae a 
‘ splitting of the whorls and of the individual members of the androecium* has taken place P ^ 
cally. Neither statement corresponds with facts; they arc hypotheses which long ago ba^ e been own 
to be untenable. 

^ Or perhaps we should say Dunal. See Moquin-Tandon, Essai sur les dWoublements ou mum- 
plications des veg^taux, Paris and Montpellier, 1826. 
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also is the author of the term ‘ carpel >. ’ German authors disling^uish between 
‘splitting/in the narrower sense, and ‘dddoublement ’ or ‘chorisis’ proper. If the 
portions proceeding out of a common primordium appear as halves of one whole 
then one speaks of ‘ splitting,’ but if each of these parts has the nature of a whole 
leaf-organ then one speaks of ‘ dddoublement’ or ‘chorisis*.’ RIoquin-Tandon’s 
original definition ran* ‘when in the place of one stamen, which ordinarily exists 
in an organic symmetry*, one finds many stamens, these have become many by 
d^doublement or by multiplication.’ Have we now a right to make any such assumption ? 
It is clearly based upon a comparison. We might just as well say that if a woman 
bears twins there is a d^doublement because in place of one child one finds two. It 
may be asked, if the expression has a palpable meaning—do the twins arise through 
the splitting of an embryonal primordium or through fertilization and further develop¬ 
ment of two independent separate eggs? It is clear that only the history of 
development and the comparison with allied forms can give information as to which is 
the actual process. In d^doublement Moquin-Tandon included also cases in which 
later botanists spoke of‘branched stamens,’ for example in Hypericum; moreover 
he enumerated amongst the cases in which dddoublement occurred those of the 
Ranunculaceae, Anonaceae, and indeed ail plants with many stamens. That 
dedoublement which corresponds with the present-day meaning of this word is his 
‘d( 5 doublement complete but simple’—in which the organs arising by d^double- 
ment stand cither in one line beside one another, or in many phalanges around the 
gynacceum, as in Hypericum. The first is the case, for example, in Alisma Plantago : 

' six stamens opposite in pairs to each of the three petals, and produced by the dt5- 
doublement of three stamens each into two.’ More particular examination of this case 
tells us that the history of development* by no means bears out that two staminal 
primordia have proceeded from the splitting of an originally simple one, but on the 
contrary the two supposed split portions are wholly independent and arise upon the 
torus completely separated from one another by an angle of it. Yes! But this is 
‘ congenital dddoublemenl.’ In other words we quiet our minds regarding the fact 
that in the position of the primordium of an organ two completely independent ones 
arise in this way: we write down the fact in two words, which indeed say no more 
than that nothing of a splitting or branching is to be seen here from the very first. 
Yet many see in this an ‘ explanation ’! More consequently it might be maintained 
that the ‘ congenital dddoublement'may be an actual one, as our methods of investi¬ 
gation—and this is doubtless true—are imperfect, and the splitting takes place very 
early. But in many cases as is shown by the whole configuration of the flowers 
concerned, those, for example, of Alisma, as well as those of Rosaeflorae and 


' See regarding this terminology Moqiiin-Tandon, Ek-menls de teratologic vegitale, Paris, 1841 
P* 335 « * * 

* Sec [’Jchlcr, Bluthendiagtammc, p. 5. 

^ See Moquin«Tantlon, op. cit., p.’8. 

^ By this he understands with de Candolle what one now expresses by the word * lyj>e ’ or * plan of 


Sec liDcbenan, tlber die BluthcncntwickcUing 

p. 341 ; Goebel, Beilriigc zur Mon^holo^fic un<l 
xI(i883). 


von Alisma nnd Kulomus, in Flora, xl (1857), 
Physiologie dcs Blatter, in Botnniiclie Zcilung, 
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Papaveraceae above described, this contention is quite untenable, and the general 
conception out of which it has sprung is certainly not one that need be maintained 
at all hazards. It is possible to show in a number of cases that the replacement 
of one stamen by two or more is not the result of a splitting, but depends upon 
the relationships of growth in the torus, and variations in the size of the primordia of 
the organs. An ‘ explanation ’ is indeed not given by this, but only one of the con¬ 
ditions or accompanying circumstances in which the phenomena in question appear 

is made clear b An explanation of the causes of 



these relationships of growth we do not possess. 
That usually alternation takes place is moreover only 
a fact of experience for which we cannot adduce a 
causal but at the most a teleological connexion. 
That a splitting and branching of siaminal primordia 
takes place should not surprise us. We have indeed 
seen in the sporophylls of the Filicineae that these 
are often richly branched like the foliage-leaves. 
But there is no doubt that comparative morphology 
has landed itself frequently in a misuse of this notion. 
In recent times, however, even amongst morpho¬ 
logists a reaction has begun to make itself felt in 
the direction of the view early pleaded for by me, 
but naturally then ignored by the ‘ morphologists'— 
a reaction which has led to the notion, to be men¬ 
tioned below, of ‘ negative chorisis.' I must, however, 
next deal with the question of the occurrence of 
branching or splitting of stamens and carpels in 
general. 

Branching of the Stamens. We 


^56. Hypericum aegyptiacum, 
Linn. (ff. he(crostv]uni, Pari.). SUminal 
Dhalanire. Ma^nflied so. 


start from a special case:— 


phalange. Magn 

Hypericaceae. The stamens in the flower 
of Hypericum aegypliacum are arranged in bundles, one of which is shown in 
Fig- 356: a number of perfect stamens spring both from the edge and from the 
outer side of a common flat column. This structure has been recognized as one 
branching lea/iox the following reasons 

1. The history of development shows that each bundle of stamens arises out 
of a specially limited part of the torus upon which the staminal primordia are laid 
down. 

2. The staminal primordia are laid down in descending serial succession, an 


* If we see in a flower that the primordia of the organs appear in greater number where there is 
more room at the vegetative point of the flower, this does not necessarily mean that we can ^ 
that the relationships of space are those conditioning the numerical relationships , just « we 
we assume that there is more space provided where the vegetative point of the ** 

most to the building of primordia of organs. All ‘mechanical explanations are cxc u ui 

reladonsbips. 
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arrangement which m ‘ comparative ’ morphology is not permitted for the parts of a 
leaf or for the inception of leaves upon a shoot. 

Against this I have already shown ' that the compaiison of the different forms of 
flower and their development makes possible another suggestion, namely, derivation 
from a flower which forms numerous stamens in descending serial succession uniformly 
distributed on the torusSuch forms are found in the Hypericaceae. In Brathys 
prolifica’the torus forms five anlipetalous primordia separated from one another by 
depressions, and the stamens arise preferably—that is to say appear first of all—upon 
these elevations of the flower»axis, but not exclusively there for staminal formation also 
takes place in the depressions of the torus. Loasaceae show like features. It is not 
necessary to regard these antipetalous primortlia as basipetally branching staminal 
primordia the branchings of which become partial stamens, but we may recogni/e in 
them merely areas of the torus on which the staminal formation in many Hypericaceae 
is localized, especially in forms which we may designate as impoverished when com¬ 
pared with Brathys where the whole torus is still covered with stamens. In the species 
of Hypericum in which five such antipetalous primordia are present this method of 
origin shows itself in the perfect flower mainly in the assemblage of the stamens in 
five groups; in Hypericum aegyptiacum the antipetalous primordia grow out into long 
columns. It will be evident that the two explanations differ in their starting-point; 
the old one proceeds from a pentamerous androecium; the other from a polymerous 
androecium* which breaks up into single groups—a segregation which is also 
expressed at an early time in the parcelling of the torus, and is correlated with an 
arrest of the staminal primordia lying between the antipetalous primortlia. It appears 
to me that this last explanation gives us a better picture of the facts ', and I see no 
reason why we should not extend it to the Lo.xsaceae, Myrtaceae, and other families. 
Of course only careful comparison within a cycle of affinity can show in any case 
what explanation is the best. 

Chorisis of Stamens. It is indeed possible that in many cases a 
complete splitting of the staminal primordia takes place, and there are 
certainly constant examples of an incomplete splitting. 

Adoxa. In the lateral pentamerous flowers of Adoxa, for example, there are 
apparently ten stamens which alternate in pairs with the petals and possess in the ripe 


* Goebel, Beitrdge 2ur Morphologic und Physiologic de:> lilattes, in BotaiiischeZcitung. xl {iSSi), 
P- 37^1 Verglckhcnde EDtwickUingsgeschichte der Pfl.iDzenorgane, in Schciik’s Ilandbuch dcr 
BoUnik, iii (1S84), p. 303. 

* See Part I, p. 41. 

’ See Payer, Traite d’organogenie comp.nrce de la fleur, Paris, 1S57, p. 8, pi. 1, Figs. 19-25. 

* I have searched recently many .-xuthors without finding any mention of this which w.-is published 
in 1882 and 1883. 

‘ Schumann, Beilrage zur verglcichenden Bliitbenmorphologie, in Pringsheim’s Jahrbiicher, xviii 
(1887), p. 151, says that my explanation is not n<(essary. 1 agree. Every e.xplanation or theory is 
only of value in so far as it gives the most salis/adory picture of the phenomena according to the pre¬ 
sent state of our knowledge. As to the causes of the parcelling of the torus, it appears to me 
probable that the trimery of the primordia of many species of Hypericum is connected with the 
trimery of the carpels, and this relationship may be not merely one of space but differences of 
physiological nutrition may come into consideration. 
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condition only unilocular anthers. The history of development sho^vs that as a matter 
of fact we have here a splitting of an originally simple staminal primordium ’; each 
half develops certainly into a half stamen possessing one loculus. 

Malvaceae. We know also of other cases, for example in the Malvaceae 
where each single stamen splits likewise into halves, each bearing a unilocular anther! 

Doubling of Stamens. With this we may link on cases in which 
an actual doubling, and not a splitting, takes place, in so far as the halves 
become complete, each usually having a bilocular anther. According to 
Payer we find this in Phytolacca and Rumex. 

Phytolacca. In Phytolacca there appear at first simple papillae alternating with 
the leaves of the perianth, and they then divide into two parts each of which develops 
into a complete stamen, and this process is repeated in Phytolacca icosandra once 
more in a second staminal whorl. 

Rumex. In Rumex where the androecium is composed of six outer and three 
inner stamens the outer ones are derived in pairs from the division of an originally 
simple primordium. We leave untouched the question whether one could explain 
this process otherwise in the phyletic sense. 

Double flowers. Specially evident examples of the multiplication 
of flower-organs by splitting or branching are supplied by double flowers^. 
Splitting or branching may occur here in the petaline primordia, as in some 
Onagrarieae like Fuchsia, Clarkia pulchella, and in the staminal primordia, 
as in Petunia, Primula sinensis, all the Caryophylleae which have been ex¬ 
amined, the Cruciferae. The large number of petals in ‘ perfectly' doubled 
carnations is well known ; in one not very strongly doubled flower I counted 
forty-eight. These are all, with the exception of the five normal petals, the 
result of a splitting of the ten staminal primordia. This splitting takes place 
in different directions, and to a greater or less degree. In slightly doubled 
flowers of Dianthus barbatus for example, there is no chorisis—the outer 
stamens are transformed into petals, and the others show middle stages 
between stamens and petals; but in more fully doubled flowers the splitting 
takes place (Fig. 357). 

It is difficult to see why such a process should not also occur in the ‘normal 
development of the flower, and therefore the number of the stamens be increased. We 
usually assume a diminution of these. We are always too much inclined to reduce 
the processes of configuration which occur in nature to ‘ single ’ schemes, because 
these make easy for us their orientation in the midst of their manifoldness, and we forget 
that to nature, if we may be allowed the expression, there are offered many ways of 
reaching one ‘ goal’ from which she selects the most practicable in the several cases. 


> Payer, Traiti d'organogenie comparee de la flenr, Paris, 1857, p. 4I4. pl- Ixxxvi. 

» Sec Goebel, Beitrage zur Kenntniss gefiillter Bliithcn, in Pringsheim’s Jahrbucher, xvu (188O;, 
p. 307. 
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Of ihis the double flowers furnish an instructive example. The excess of the petals 
in such flowers can be reached in very different ways: by transformation into petals 
of the organs which in the normal flower are devoted to other purposes, usually the 
stamens or more rarely the carpels; through splitting or branching of the primordia of 
organs and the petaloid construction of the new primordia which so arise; by formation 
of primordia of organs which did not exist in the normal flower, as, for example, 
by the origin of new whorls in cyclic flowers We learn from these facts that the 
inner nature of the vegetative point of the flower is proportioned to the formation of 
organs. If the vegetative point is ‘ induced ’ to bring forth more petals than 
usual it offers for these the necessary conditions of development. It is in it likewise 
that the changes first of all take place. Such considerations make us from the outset 
very sceptical regarding great mechanical influences such as have been used frequently 
in morphology as ‘explanations.’ 

j>et. 






Fig. the left: Dianthus Caryophyllui. Bu<l of a tJoublc flower dissected out; ca/, calyx ; 

P rials. The ten siamin.il primordia fork and so produce a ^eai number of orj^ans which develop as petals. 

iuurc to the ri{*ht; Ncrium Oleander. Bud of a double flouvr in transverse section. BcC^\c«n calyx and 
androerium there are four pontamcrous corolline whorU instead of one. 

Branching of the Carpels. The number of the carpels may also 
increase by branching, for example in many Malvaceae. Payer found in 
Kitaibclia vitifolia five carpcllary primordia - out ofwhichby branching and 
the formation of false septa numerous monospermous ovaries arc developed. 
In Malva and others the numerous carpels appear to be separated from the 
first. The process is in any case a rare one, and it is undoubtedly connected 
here with the development of the monospermous mcricarp.s in place of the 
capsule. More common is it to find a diminution in the number of the 
carpels, as will be pointed out below. 

Factors Determining Numerical Relationshirs in the 
Flower. The numerical relationships in the flower arc in most cases 

* For examples see Goebel, Hcitragc zur Kenntniss gcfiilUer bliithen, in Pringsheim's J.-ihrbiicher, 

xvii (1886), p. J07. Compare also Fig. 357, figure to the right. I may specially note the fact 

that the primordia of petals, which in the ‘normal’ flower are arrested, are developed in double 

flowers. This happens, for example, in Delphinium which gives ns an illustration of the development 

^‘latent primordia under definite stimuli. The l.itenl primordia are not, however, always to 

^ traced to those which formerly were devcloiied, as is shown by the behaviour of other 
double flowers. 

’ See Payer, Traiti d’organogenie comparee de la fleur, Paris, 1857, P- 35 . pl- viii. I have 
convinced myself by examination of the correctness of his figures of Kitaibelia vitifolia. 
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determined by ‘ inner ’ causes, and in their variations we cannot usually trace 
the operation of outer factors. Yet as has been shown above in the Rosa- 
ceae die number of the stamens is often dependent upon relationships of 
nutrition, and the like occurs elsewhere. Thus the first flowers of some 
Caryophylleae are hexamerous, the following ones are pentamerous; the 
terminal flower of the cyme of Ruta graveolens is pentamerous, the others 
letramerous; and we find the same thing in Lythrum Salicaria. The 
carpels of Nigella damascena furnish another example. Normally, that is 
to say in well-nourished flowers, they are five; in later flowers they are 
partly four and partly three, and it may be noted that this last number is 
the normal one in the allied genus Aconitum. Such cases are interesting 
because they lead us to the conjecture that what in one plant is directly 
caused by externa! conditions is determined by the internal economy of the 
plant from the beginning in another allied plant constructed after the same 
type. Such cases will perhaps furnish a clue for our determining by 
further experimental research what are the factors which condition the 
numerical relationships in the flower. 


(^) CHANCE IN THE NU.MERICAL RELATIONSHIPS OF THE FLOWER THROUGH 

CONFLUENCE. 


We have dealt above with the appearance ofhigher numbers in the leaf- 
whorl. We have now to look at cases where diminutio 7 i in number of parts 
takes place. 

We refer here not to the absence of single leaf-organs of the flower, but 
to the changes in the numerical relationships dependent upon confluence of 
parts which may take place at different stages, and there are all transitions from 
the separate inception of two leaf-structures to the appearance of one instead 
of the two—a phenomenon of which we have seen also examples amongst the 
vegetative organs’. The phenomenon is observed in the calyx, corolla, and 
androecium. It is best known and most easily proved in the corolla. 

Confluence of petals. The corolla of the Labiatae is composed of five 
leaf-organs which are quite separate from one another as primordia. Of these two 
form the upper lip, three the lower lip. Those of the upper lip become confluent at 
a very early period, so that they appear as if they were a single leaf*, and in the 
perfect condition the upper lip shows in consequence only a slight indentation, as in 
Lamium, or this is scarcely visible as in Betonica officinalis. It is possible that the 
upper lip appears from the beginning as one leaf in these cases; this happens at any 


2 Goebel, VergleichendeEiitwicklungsgcschichteder Pflanzenorgane, in Schenk’s Handbuch der 
Botanik, iii (1884), where I have shown that this union stands in connexion with the fact that e 
fifth stamen (which falls opposite the upper lip) has entirely disappeared, and th^ the four omer 
stamens arrange themselves into a tctramcrous whorl with nearly equal intervals. This would anec 
the construction of the corolla, that is to s.ay the confluence of the two upper leaves. 
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rate in Veronica where in tlie mature condition, apart from the presence of the fifth 
sepal which is found in many species, the larger size of one petal alone suggests that 
it is to be considered as replacing two. The upper lip of the calyx of Utricularia is 
similarly never laid down in three parts *: the lower lip consists of tsvo separate 
primordia. In the nearly allied genus Polypompholyx the calyx is laid down as five 
primordia®: it is evidently quite immaterial for the function of the organs in question 
whether the original segmentation is abolished or not. 

Confluence of stamens. We find similar features in the androecium. In the 
Cucurbitaceae, for example, there are visible in the male flower frequently three 
stamens, two perfect, that is to say each with four pollen-sacs, and one a half-stamen. 



FiC. igR. CttcurbiCac^ac. Andro^ciura. W, PcvUka trilobala; maJr llovver in vertical section, showing five 
free stamens, each with a bilocubr anther oprnin}; independcnily. If, Thiadiantha dubia; male Hower in vertical 
section; one stamen Tree, two others of the five close tojjcthcr as a i>air. C, Sicydium pracile; male flower in 
vertical section; one stamina] pair visible, filaments coherent lielow only. O, Br>’onia dioTca; male tlower in ver¬ 
tical section ; the filaments of this one staininal pair visible arc completely coherent. the same in transverse 
swion showiT^ corolla and androecium. /*, Scchium cdule; male llowcr in venka) section; five stamens con- 
C, Cvclanthera pedata ; synantlnam in profile, /f, the same in vertical section. After E. C. 0 . Muller 
ftnq rax from hlora Brasdiensis. 


Comparative consideration shows that in this famil)*, starting from an androecium com* 
posed of five half-stamens such as is found in Fevillea (Fig. 358, A) ; there are in Thladi- 
antha (Fig. 358 ,.ff) four stamens approached in pairs; in Sicydium (358, C) the filaments 
of these pairs are confluent with one another to a greater or less extent, in Bryonia 
the anthers only are still free (Fig. 358, D)', in the majority of the Cucurbitaceae the 
anthers also are confluent; in forms like Sechium (Fig. 35S, F) the confluence 
involves the whole five stamens, but the anthers are separated from one another; in 
Cyclanthera (Fig. 358, G, H) there is in the middle of the flower a structure provided 
with two pollen-sacs which runs right round it and which shows onlogenetically no 
longer any trace whatever to indicate that it takes the place of five stamens which are 


Morphologische Studien an deulschen Untibularieen, in Botanische Zeitnn«' 
xiui(l865),p. 94. *“ 

J^f,y"‘«'^“chongeD uber Morphologic, Anatomic nnd Samencntwicklung von Poly- 
P mpholyx and ByUb gigantea, in Flora, Ixxxviii (1901), p. 167, 
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confluent with one another. This example is of interest on different grounds, for the 
problem takes its first start m the establishment of such a series. Those who main- 
tom that all ‘morphological’ characters are adaptations find in the flower of the 
Cucurbitaceae ‘ hic Rhodus, hie salta ’! To those who like myself do not share this 
view the question arises whether there is any other causal factor for the special 
confluence. Researches in the comparative history of its development from this 
standpoint are unknown to me. but it appears to be probable that the trimery of the 
stamens produced here by confluence has a relationship to the trimery of the carpels 
whose rudiments are visible in the male flower and reach a considerable size in 
the mature flower of Cucurbito. A process analogous with that which has been 
described in the Cucurbitaceae is found likewise in Hypecoum ‘. I need hardly recall 
that this process of concrescence may come about in different ways*. We may find 
staminal primordia, for example, so closely pressed together that they appear as 
a single primordium (Part I, Fig, 22, III) and then in later stages grow out separate. 

CelakovskJ^ has lately designated this process ‘negative chorisis’—a somewhat 
unhappy term. 


(c) SUPPRESSION OF THE ELONGATION OF THE TORUS. 

It is in consequence of this that we so often find a cyclic arrangement 
in the flowers of plants which have alternate phyllotaxy on the vegetative 
shoots. As the single leaves which compose, for example, the corolla dis¬ 
charge their function together, their synchronous origin is easily understand¬ 
able ; on the other hand, it will be a distinct advantage to the vegetative shoot 
that the foliage-leaves unfold in a gradual serial succession, and with this 
their spiral arrangement is consonant. The alternation of the foliage-leaves 
secures their efficient disposition without overlapping but this consideration 
does not count in the leaves of the flower which do not assimilate, and we 
find that the alternation of whorls is not always retained. It is a matter 
therefore of no moment whether superposition, for instance of the stamens 
and petals of the Primulaceae, is phyletic and brought about by the arrest 
of a previously existing leaf-whorl, or is primitive. We can only assert that 
the relationships are of a kind other than those of the vegetative shoot. 

If comparative morphology makes the assumption in the case of the Primulaceae 
—and indeed correctly—that the position of the stamens opposite the petals is 
‘ explained ’ by the abortion of an alternipetalous staminal whorl, only the historical 
side of the question is kept in view. From the standpoint of what has been said 
above such a superposition requires no explanation if the space-relationships in the 
vegetative point of the flower are favourable to it. It is from the point of view of 

^ See Payer, Traiti d’organog^nie compare de la fleur, Paris, 1857, p. 229; Eichler, Oba 
den Bliithenbau der Fumariaceae, Cmdfcreen and einiger Capparideen, in Flora, xlviii (1 5), 

P- 433 - 

’ See the scheme, Part I, p. 53, Fig. 22. , . j 

» The unfolding of a whole Icaf-whorl when the leaves are of equal size makes a greater demanu 
upon the root-system than does a single leaf, and we have already seen that the shoot-axis must 
stretch out in order to avoid the shading of one leaf by the other. See p. 442- 
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efficiency quite as correct as is the alternation of the whorls. Schumann * has pointed 
out that such a superposition of stamens and petals is found in particular if the petals 
are very small* and their development remains behind at first that of the stamens, a 
phenomenon which is partially responsible for the earlier view that the petals of 
Primula arise as dorsal outgrowths of the stamens—a view which nowadays hardly 
finds a supporter. 

{d) LIMITED GROWTH OF THE TORUS. 

Tw’o special features of the flower are connected with this ® :— 

1. The fact that in the flower terminal leaves are not uncommon. 

2. The serial succession of the parts of the flower not infrequently 
deviates from the acropctal succession of the vegetative shoot. 


I. 

35 Q* Acer I'scadoptatanus. Flower-buds dissected ui>d seen from al>ove. I. bicarpelUry. Xi, triCAr« 
pekl^ry; petals. I, earliest formed >tainens; interposed >tainen^. Ma^nifietl. 

(fl) Terminal flower-leaves. These arise if the vegetative point which is the 
embryonal region of the shoot is entirely used up in the formation of leaves. It is 
easy to understand that this may readily occur in a shoot of limited growth. I^Iany 
leaves may share in a certain proportion in the vegetative point, or only one may 
be produced. The process in each case is essentially tlie same. Tlie former is 
frequent in the formation of the gynaeceum, and this is a matter of importance for 
the ‘ e.\planation ’ of the ovary Acer furnishes an e.xample (Fig. 359). The car¬ 
pels in Acer form the termination of the flower-bud. Whether there be two or three 
carpels //le whole area 0/ the vegetative point 0/ the /lower is used up by these, and what 
holds for two or three leaves is likewise true in other cases for one. In this narrower 
sense single stamens or carpels are terminal on the flower-axis, and we have such 
stamens in Callitriche, Casuarina, Najas, and such carpels in Typha and elsewhere. 

' Schumann, Neue Untersuchungen iiber den Uliithenanschluss, Leipzig, 1890, p. 479. 

’ In Urticaceae and elsewhere other relationships have to be considered. 

* See Part I, p. 41. 

* See Goebel, Zur Entwicklungsgcschichlc des untcRlandigco Fnjchtkaoteas, in Botanische Zeituofr 
stliv (1886). 
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{b) Basipetal succession of flower-leaves. The general rule for the succes¬ 
sion or origin of lateral organs is that they appear in progressive serial successions 
that IS to say the youngest stand next the embryonal region whether this lies next to 
the apex or elsewhere. It has been already shown® that in organs of limiiedgrowlh 
the apex often takes precedence in the development whilst zones lower down continue 
to bring forth new formations. This is frequently seen in the flower*. The stamens 
in particular arise frequently in descending progressive series, for example in the 
Cislineae (Fig. 369), Malvaceae, and others. This is also the case with the hook-like 
structures upon the outer side of the calyx of Agrimonia. It is also frequent in the 
case of the ovules. Nowhere do we know what the biological relationship of this 
order is. 

(e) D0RS1VENTR.\LITV. 

A deviation in the succession of origin of the parts of the flower is 
found in many dorsiventral flowers *—repeated also in many inflorescences 
—and in particular in those in which the dorsivcntrality expresses 
itself in a conformation of the vegetative point different from the 
ordinary radial one, which is uniform on all sides before the primordia of 
the leaf-structures appear, and upon which the primordia of the organs arise 
upon all sides in progressive series towards the apex. One side of the 
vegetative point of the flower is furthered—either the side next the chief 
axis, as in Reseda, or the side farther away from this—there is a sym¬ 
metric configuration^. 


Reseda. In Reseda the side of the vegetative point that is turned towards the 
inflorescence-axis is higher than that which is turned away from it, and the develop¬ 
ment of the sepals and petals corresponds to this construction*. The first sepal 
appears upon the side next the inflorescence-axis, and then in progression anteriorly 
the subsequent sepaline primordia. The petals and stamens follow suit, and the first 
stamen is showing before all the petals are formed. 

Lentibularieae, This method of development is known also in the Lenti- 
bularieae Before the appearance of the leaf-organs a furthering occurs of one side 
of the vegetative point, and upon this side in Pinguicula vulgaris the sepals, petals, 
and stamens first appear before the sepaline primordia are visible on the other side. 
In Utricularla also the upper part of the corolla arises only after the inception of the 


* This expression is more comprehensive than that of the ‘ acropetal ’ anJ ‘ basipetal origin. ^ See 
Goebel, Ober die Verzweigung dorsivenlraler Sprosse, in Arbeitcn des bolanischen Instituts in Wiira- 
burg, ii (1882). De Bary has also used it in connexion with the Fungi. 

» See p. 330, also Part I, p. 41. u > • .u .. 

^ Without, however, our being able to discover teleological connexions as can be done in tbe case 

of the foliage-leaves. 

^ 1 he phenomenon is also repeated in many inflorescences. See Goebel, op. cit. 

* In the case of dorsiventral inflorescences also the doreiventrality appears in the conjirmalun 0J 
the vegetative point, and this is a fact of great importance in all attempts to give an explanation. 

» See Payer, Traite d’organogdnie compar* de la fleur, p. 193. pl- "" 

Morphologic und Physiologic des Blattes, in BotanischcZeitong.xl (1882), p. 3 «- 

* See Buchenau, Morphologische Sludicn an dentschen Lentibulariecn, m Botanische Zeitung, 
xxiii(i865). 
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stamens which are two in number and are formed upon the favoured side of 
ihe axis. 

Papilionaceae. A similar symmetrical succession of development is found in 
the flower of the Papilionaceae only the progression is towards the posterior side, 
that is to say towards the inflorescence-axis. 

There is in these cases only an unequally-sided development by which the lower 
standing flower-whorls always arise earlier than those which stand higher, yet there 
may well be exceptions to this behaviour. 

That the succession of development of the leaf-organs in these dorsiventral 
flowers has been derived from that in radial flowers is probable for more than one 
reason ^; on the other hand, the method in which the deviation has come about is not 
at all clear. Payer's investigations show that there are attempts at unequal-sided 
development even in radial flowers*. 

Cruciferae. The Cruciferae, for example, have two dimerous calyx-whorls, 
one median and one transverse. In many, for example Cochlearia, the median 
appears first—its sepals synchronously—in consequence of the radial construction 
of the flower, and then the transverse. In Cheiranthus, on the other hand, the 
anterior (outer) leaf of the first whorl arises first, and then two transverse ones, and 
last the posterior leaf of the first whorl. Such deviations may be connected with, 
to speak teleologically, the great need for protection of the flower-bud upon the 
outer side, but more accurate investigation will perhaps show why Cochlearia differs 
in this relation from Cheirantlius. The difference is not one of habitat but the whole 
behaviour of the inflorescence to the rest of the plant must be considered. 


It is possible that these relationships have given the occasion for the 
construction of the dorsiventral flower as we find it in Rescdaccac and the 
Papilionaceae. Another possibility is that, as we have already said, these 
flowers which arc dorsiventral from the first have been derived from those 
which are only dorsiventral after unfolding"*. Whether now the two kinds 
of dorsiventral flowers have arisen in different ways or not we may at any 
rate see that the dorsiventral construction of the flower has set in in different 
developmental stages. In Hyoscy-amus. for example, the calyx, corolla, and 
androccium are laid down as in a radial flower ’, only after this does the 
extension of the torus begin which brings about the oblique insertion of the 


‘ See Payer, Traile d’organogcnic compar< 5 c de 1 .i fleur, p. 517: Hofmebter, Allgcmeine 
Morphologie dcr Gewachse. p. 464 ; Frank, Ober die Enlwicklung einiger Uliithcn, mit besondercr 
Berucksichtigung der Theorie der interponiring, in Pringshciin’i Jahrbuchcr, x (iS-6> p. 20<; 

* See Part I, p. ij8. 

’ For ex.imple in the development of the c-nlyx of Symphoticarpus. Payer, op. cit., p. 617. 
AccordingtoPayer’s figures, Platecxxviii. Figs. 3. 4,5, which arc opposed towhat he says in the text, the 
senal succession starts from the sepal over against the bract, and then proceeds laterally. Uuchenau 
^ves a like account of the involucre of Lagascea. Further, in species of Begonia, for c.tamplc 
fegon.a xanthina, Hooker (see in Hofmeister, Allgcmeine Morphologiedcr Gewachse. Fig. 87), the 
sfammal primordia appear earlier upon one side of the flower-axis than upon the other, but here 
the vegetative point of the flower is not uniform all round 

‘ See Part I, p. ia8. 

* Schumann, Neoc Untersuchungen iiber den Bluthenanschluss, Uiprig, 1890, p. 317. 



544 the SPOROPHYLLS AND FLOWER OF ANGIOSPERMAE 

carpels to the median plane of the flower, and the other changes in the flower- 
construction set in. 

Schwendener ^ has conjectured that the oblique position of the flowers in 
the Solanaceae depends upon relationships of pressure. The flower-shoot, 
III, in Fig. 296, for example, is exposed at the time of the inception of the 
carpels to the pressure of the leaves marked Viii and Tm, because these 
are inserted at the same height. These behave like one leaf, and the plane 
of symmetry undergoes on account of the pressure a torsion which brings 
it nearer to the median of this one leaf 2. The history of development of 
Atropa showed me nothing in support of Schwendener’s hypothesis. The 
position of the carpels stands indeed in the nearest relationship to the 
whole symmetry of the inflorescence, but is certainly not affected by 
pressure. Such pressure would at first make itself felt upon the calyx; but 
it is laid down as in radial flowers The first sepal (in Fig. 296, III, that 
turned upwards) falls upon the outside and appears then in the widest gap, 
where therefore the protective need of the flower-bud is the greatest. The 
factors which condition its appearance in this place we do not know *. We 
can only see that it is of advantage that the protection of the bud begins on 
the most exposed side. A plane through the middle of this first sepal and 
the centre of the flower-bud marks the median plane of the carpels. The 
whole of the median planes of the flowers of an inflorescence fall in this 
direction if one considers them as vertical. The flowers are intrinsically 
all dorsiventral, but in the whole of them the dorsiventrality is not clearly 
seen apart from the oblique position of the carpels. In the construction of 
the flower in this sympodial inflorescence the outer side is difierently 
organized from the inner side ®. 

We may say in general that in flowers which are laid down dorsi- 
ventrally the succession of origin which deviates from the radial, and the 
arrangement of the leaf-organs, depends upon an earlier or later setting 
in of the change of configuration of the vegetative point, but we do not 
know why a furthering of the outer side or of the inner side begins. One 
might indeed be inclined to assume® that those leaf-structures in the flower 
which attain the most conspicuous size are most furthered in the time of 
their appearance. This may well be the case in for example the calyx 
of the Papilionaceae, as well as in the corolla and the ‘ disk in the 


* See Schwendener, Mechanische Theorie der Blattstclhing, Leipzig, 1878, p. 124. 

* Otherwise the plane of symmetry of the carpels falls in with that of the bract. 

* See also Schumann, Neue Unlersuchungen iiber den Bliithenanschluss, Leipzig, 1890, p. 315. 

‘ The numerous other cases in which a mechanical influence has been assumed are quite an^ogous. 
Fig. 296 shows also that the first sepal does not fall over the median between Fm and /m but 

is nearer TV// and over the median between this leaf and the flower/. KnHn»fher 

» In this the dorsiventral flowers of the Solanaceae conform with those of other plants, but m other 

plants the outer side is mostly marked by the bract. 

« As has been stated in the case of the vegetative organs. See pp. zos and 3O4. 
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Rcsedaceac—the calyx of the Rescdaceac is more strongly developed in the 
mature condition upon the outer side than upon the inner side. 

We arrive therefore at two conclusions :— 

(<7) the furthered organs are laid down earliest; 

{b) after the inception an unequally strong construction may ensue 
even within the leaves of one whorl •. 


The anatomical method in flower*morphology. It hardly needs to be 
pointed out that where there is limited growth of the flower-axis, the distinction 
between what is axis and what is flower-leaf is much more difficult than in 


vegetative shoots. We shall recur to this point later, but here I would only 
comment upon an aid which has been used frequentl)' in the solution of this and all 
other questions of flower-morphology. The so-called ‘ anatomical method ’ is based 
upon the claim" that it can say better than anything else what is an axis and wliat is 
a leaf. The axis is quite generally radial, the leaf has a dorsiventrally arranged vascular 
bundle-system. That this behaviour is as little constant as other marks has long been 
[)roved. Dorsiventral slioot-axes have the dorsiventrality abundantly expressed in the 
arrangement of their vascular bundles, for example the inflorescences of Uriica dioica *. 
'I'he phylioclades of some Asparagineae show this also very strikingly and the 
anatomical method has consequently declared them to be leaves in opposition to the 
facts whicli are as clear as day! It is nothing less than the old idealistic morpholo-y 
III anatomical dress which asserts that the distribution of the vascular bundles as it 


occurs in radial vegetative shoots and assimilating leaves must also be found in the 
flowers. Where the axis stops its growth and its further development this fact will bo 
expressed in its completed anatomical structure, and the formation of the conducting 
bundles will gradually recede in the leaves which are remaining rudimentary and will 
hnally entirely cease. In such cases the anatomical method is useless. It has the ad¬ 
vantage of easy handling and of course its results must be considered. But these can 
never be regarded alone as critical and as determining interpretations within the flower. 
They are m their nature essentially of less importance than are those which are ob- 
lamed by the comparative history of development. If Payer and other phylelic 

the fornution of the placenta 
W “t historical methoj. these were not due to 

urvev nam T r "i “"^-■'^ration from ti.eir 

^ vey, namely, ll.at of what area of the torus-that is to say of the vegetative point 

carpels occupy at tl^ ume of their appearance V Payer’s investigations gave 

much less considJed. S« for exatl r ^-^SClaUve shoots, in which, however, it h..s 

Biologic dcr Cacicen, in Flora Ixxi:^ (EipanzunirsblnT' KeniUtnss dcr Morphologic urn I 

of thu .ho;., which .“u dow^iXoTri '>,• r ■ 

apt, inasmuch as there can be no doubt that they are d 

. ; See Van Tieghem. Recherches sur la tructureVu pisS in W 1 T 

ix(i868). P'stil. m .\nnales des sciences naturclles. serie 5. 

in Wurzburg, ii’dssl)'! dorsivcnlraler Sprossen. in Arbeiten dcs botanischen Instituts 

• Goebel, Zur EntwicUungsgeschichte desunterst^ndigen Fruehthnotens, m ^ 
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frequently no ground for a conclusion upon this point, and consequently the distinc¬ 
tion between the share of leaf and axis in the construction was not correctly expressed 
The history of development when more accurately used leads to results which conform 
with those which have been obtained in other ways, as will be pointed out more fully 
when the development of the ovary is considered. 

(2) Concrescence in Parts of the Flower. 

Concrescences are frequent in flowers, both of flower-leaf with flower- 
leaf and with flower-axis. The cases of confluence which were discussed 
above ^ may be reckoned here, but we shall only speak of the cases in cyclic 
flowers where all the members are concrescent with one another or with 
the other members. It only rarely happens that there is an actual con¬ 
crescence or growing together—the latter, for example, in the anthers of the 
Compositae. More commonly the concrescence is ‘congenital.’ What 
takes place has been already explained and one need only repeat that the 
concrescence occurs in different degrees. We may regard as the original 
condition that in which there is no concrescence and the several neighbouring 
primordia of leaves develop free from one another. A concrescence begins 
if they are raised upon a common usually annular base. The last stage 
is that where, for example in the corolla of Cucurbita, the single primordia 
are no longer separate. It has been a matter of dispute with regard to the 
concrescence of the leaf-whorls in many cyclic flowers how far the flower- 
axis shares in the construction. I may therefore here recall that the 
differentiation of leaf and axis is usually not prominent in the flower; it 
would therefore be incorrect to apply a scheme derived from the vegetative 
organs to the interpretation of the flowers and to imagine that axis and leaf 
must be separated sharply in the flower, and that one must accurately 
recognize what belongs to the one and what belongs to the other. This 
will be illustrated below, especially when speaking of the formation of the 
ovary. Here I may only remark that one can the more speak of the axis 
sharing in the concrescence of different leaf-whorls with one another the 
earlier this takes place. 

(3) Arrests. 

A flower may be reduced to a simple sporophyll terminal on the flower- 
axis and in every large cycle of affinity we find the numerical relationships 
changed by arrests, especially in the staminal whorl in which there is no 
lack of transitions from complete construction to abortion. The series 
which have been constructed regarding flower-formation in the Angiosperms 
are exclusively reduction-series*. Here a few examples will be given of 

(1886). See also ihe delailed work of my pupil Schaefer, Beitrage znr Enlwicklungsgeschichtc des 

Fnichtknotcns und der Placenta, in Flora, Ixxiii (1890), p. 62. 

* See p. 538. * See Part I, p. 52. * See Part I, p. 5*- 

‘ Sec Part I, p. 60. Sec in j-articnlar Celakovsk^, Das Rcductionsgcseti der Blulhen, das Didoa- 
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the more or less probable reductions which can only be regarded as correct 
if we can give biological reasons for the reduction Hitherto botanists have 
limited themselves almost exclusively to the purely formal side. If wo put 
on one side the causal standpoint into which it is quite impossible to enter, 
there remains the biological, that is to say, the question of the connexion of 
the arrests with the function of the flower, and without doubt this is a very 
complex one. We are concerned with not only the number of the stamens, 
but also with that of the microspores and the relation of the number of these 
to that of the ovules in which fertilization is to be effected as well as to the 
method in which pollination is carried out. We have tried to show when 
speaking of the Pteridophyta that the number of the archegonia is the 
smaller the more the fertilization appears to be secured. A similar relation¬ 
ship can certainly be often proved in the flowers of the Spermophyta. 

In the anemophilous flowers of Monocotyledones the number of the 
stamens is specially reduced in those which have by reduction only one 
ovule in the ovary, for example most Gramineae and Cyperaceae. The 
case of the Irideae where there are numerous ovules in the ovary, and one 
staminal whorl is arrested, cannot be brought forward against this conne.xion 
for there quite other relationships have to be considered—the whole flower 
is specialized and adapted preferably to definite insect-visitations, the pollina¬ 
tion is also made certain, and the formation of the inner staminal whorl 
would be superfluous in vu-^u of the whole scheme of theflcnver. The same 
holds for the Orchidcae and others. Klowcrs which arc less sharply adapted 
to special insect-visitors have more stamens than the specialized ones. 

Amongst the Dicotylcdones a comparison of the flower of Eschscholtzia 
with that of the Cruciferae may be made in order to illustrate the numerical 
relationships of the stamens just spoken of. In Eschscholtzia there are 
numerous stamens; in the Cruciferae there are only six; similar relation¬ 
ships of position obtain in both cases. The Papaveraceae, to which 
Eschscholtzia belongs, have pollen-flowers. The number of the stamens 
is therefore caeteris paribus easily understandable because the pollen- 
production will be all the greater the more stamens there are. The flowers 
of the Cruciferae on the other hand have honey-glands, and as they do 
not require to furnish pollen to the insect they produce less pollen than 
Eschscholtzia. This relationship is clear; whether it is phyletic or not we 
cannot say We should have ground for such an assumption in regard 


konigUch Ixihmischen G«ellschaft dcr 
I This is a subject which the text-books of flower-ino„>hology say nothing about. 
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to it if we could establish the probability that the forefathers of the 
Cruciferae had pollen-flowers, and then along with reduction of the 
-staminal whorl passed over to the formation of honey-flowers. Such an 
assumption will offer no difficulty to those who can see that nectaries simply 
arise through the prodding of the insects into the flower. These, however, 
are mere fancies which we leave out of consideration h 

In the simple formal construction of arrests we must not rely upon 
reductions, we have rather to seek to prove on the basis of biological 
relationships the reductions which are assumed in consequence of the 
morphological evidence. For this at present there are only small data. 
In general too we have a somewhat safe basis for the assumption of arrest 
only within families; the more we go beyond these the more insecure 
becomes the ground for this. 

Phenomena of reduction are abundant in the gynaeceum, and this has 
been already pointed out, and it has been shown ^ that the object, namely 
the diminution in the number of the ovules, is partly brought about by the 
diminution in the number of carpels, partly by that of the ovules themselves; 
in many cases both phenomena appear together. 

B. INDIVIDUAL ORGANS OF THE FLOWER. 

In what follows the several organs of the flower will be shortly considered, 
all details which can be read of in systematic works being omitted. 


(i) The Flower-envelopes. 

The conformation and biological significance of the flower-envelope 
are supposed to be familiar. So far as we know the biological significance 
of the envelope is of a double character:— 

(<r) it protects the flower in the bud-stage ^; 

{b) it secures pollination. 

The strengthening which the flower-envelope frequently receives through 
an epicalyx, envelope of hypsophylls, and so forth, will be left untouched 
upon. A few points only require notice:— 


{a) MORPHOLOGICAL SIGNIFICANCE OF THE FLOWER-ENVELOPES. 

The question of the origin of the parts of the flower-envelope has 
e.\ercised botanists from early times. When we proceed from the flowers 

Vcrgleichende Entwicklnngsgeschichte der PflaIl^eno^gane. in Schenk's Handbuch der Botanik, 

‘ Vhe case would be different if it could be shown that such glands in any one caM developed 
more in consequence of mechanical stimulus than without the stimulus, but such a case is at present 

unknown. 

^ SK\<a£iboreki, Die Schutzvonichtungen der Bliithenknospen, in Flora, Uaai 
band zum Jahrgang 1 895)* 
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of the Pteridophyta and many Gymnospci mac which have no special flower- 
envelope, there are evidently two possibilities for the origin of the flower- 
envelope of the Angiospermae:— 

(1) Either it has arisen from the hypsophylls in the vicinity of the flower ; 

(2) It has been formed either entirely or partially by the transforma¬ 
tion of the sporophylls. 

The latter view is supported by A. P. de Candolle, especially for the 
corolla and many later authors have followed - him mostly without quoting 
him. This explanation appears to me to be well founded in a number of 
cases, as is also the view that the outer portion of the flower-envelope, the 
calyx, has proceeded from hypsophylls. The conclusion is arrived at, as 
dc Candolle showed, from the position of both structures, not from the 
colour; the calyx can, as is known, be petaloid. One must never forget, 
however, that here as elsewhere in the plant kingdom the same result may 
come about in different ways. 

It must suffice to put forward as examples some cases from one family 
—that of the Ranunculaceae ^—which on account of their instructive 
relationships have been frequently used for illustration of the question under 
discussion:— 


Anemoneae. As a starting-point we may consider a flower which has a simjile 
petaloid flower-envelope and numerous stamens and carpels. Such a flower occurs, 
for e.xample, in the Anemoneae. In them the number of the leaves which form the 
fiag-npparatus is not constant, because frequently the outermost stamens are trans¬ 
formed into petaloid leaves'. The simple petaloid envelope of the Anemoneae we 
consider to be the result of the transformation of stamens, but within the same group 
other organs may be formed out of the stamens. The outer stamens are transformed 
into nectaries in Anemone Pulsatilla where there are all transitions between the 
normally constructed stamens and the nectaries at the base of the androecium, which 
nectaries still have the conformation of the stamens: normal stamens with four 
pollen-sacs* whose filament is shortened ; stamens with only three or two pollen-sacs ; 


c ' Thcoric elementaire dc la botaiiitjue, faris, lid. i, 1823, Ed. 3, 184a. 

. ce also Considerations g^nerolcs sor les fleurs doubles cl cn particulicr sur celles de la famille dcs 

benoDcuacces,inMeinoiresdePl.ysiquectdeChimiedelaSocietid'Arcucil,m(i8iT),p « a, 

na^unl staT nh'"’' “ ” the petals are merely the outer stamens which in the 

natural state of things are transformed into plates or into horns.’ 

’ In recent times Cclakovsky, Uber den phylogcnctischen Kntwicklungsgang der Bliite und iiber 

- Sitxungsbcrichtc der kdSigUch bohm chen CeSl 

penanm leaves as well as the foliage-leaves from transformed sporophylls. How olants with non 

as.s.m,lating sporophylls can exist is difficult to understand. now plants with non- 

J The fol lovving account conforms in all essential points with that which I gave in 18S6 See Goebel 
othermuho" Subsequently 

* what is said about Anemone Hepatica. Part I, p. 177. 
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aud as a final stage stamens in which the pollen-sacs are entirely suppressed. If we 
imagine that these nectariferous staminodes have a pit upon their upper surface 
we are on the road to forms such as are found in Trollius, Helleborus, and elsewhere, 
and finally to the nectariferous petals of Ranunculus. But in some forms of the 
Anemoneae another series of transitions runs alongside of this one. In the Pulsa- 
tilleae, Anemone nemorosa, and others, the flower-bud is surrounded by three foliage- 
leaves which elsewhere pass over into hypsophylls, experiencing at the same time a 
reduction of their segmentation ‘. In Anemone Hepatica the intemode between these 
entirely calyx-like leaves and the flower is not elongated as it is in the other species 
of Anemone mentioned, and the involucre has become actually a calyx. This calyx 
may now itself become petaloid, but it shows through many interesting transitions its 
relationship with hypsophylls. 

Trollius europaeus. The same is the case in Trollius europaeus. Its flower 
is surrounded by a number of yellow-coloured leaves which are mostly unsegmented, 

and are distinguished in that way from preceding 
hypsophylls. An examination of a large number 
of flowers brings to light transition-forms which 
show that the outer flower-envelope consists of only 
specially constructed hypsophylls, the whole having 
come to pass in the same way as in Astrantia *. These 
transition-forms * have still at their apex indications 
of the segmentation of the foliage-leaves (Fig. 360), 
as well as a tinge of green colour whilst the greater 
part of the leaf has become yellow. We shall con¬ 
sider them as hypsophylls which have become an element of the flower and serve 
thus both as a flag-apparatus and as a protection to the bud. Following them 
w’e have the nectaries consisting of transformed stamens which correspond to the 
corolla of Ranunculus, then we have the stamens, and then the carpels. 

A flower-axis then which possessed originally sporophylls can attain to richer 
endowment by:— 

(1) The hypsophylls in the vicinity of the flower entering into its service, 
forming themselves into a calyx^ as in Anemone Hepatica, and at the same lime be¬ 
coming a flag-apparatus. 

(2) The outermost stamens either forming only a flag-apparatus, as in many 
Clematideae, for example Atragene alpina, or becoming nectaries, as in Anemone 
Pulsatilla, or becoming structures which ser\‘e both as a flag-apparatus and as 


oO 

1. 3. 

Fjo. 360. Trollius curopac*us« Three 
leaves showing iransition frota h^so- 
phyll to outer Aower*cnvelopc. They 
ar<* yellow, with the etcrptlon of the 
flowed area which contains chlorophyll. 



‘ See Goebel, Vergleichende Entwicklung^cscluchte der Pflanzenorgane. in Schenk’s H.nndbnch 
dcr hotanik, iii (1884), p. 288, Fig. 61, of Anemone stcllata. 

> Thes*I also found in the terminal flower of Gentiana asclepiadea. Wc can there follow how 
llie two uppermost foliage-leaves are, as it were, dr.a>vn into the formation of the calyx. Not infre¬ 
quently one of them is only partially united with the calyx-lube, and shows then a widened sheath-hke 
bns.M portion, whilst the apex of the cilyx-tube corresponds to the lamin.a of a • 

There are to be found, if one examines a large number of plants, all transition-sta^ f 
flowers which arc sh.irply shut off from the vegetative shoot to those which gradu.ally pas 

into it. 
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nectaries, as in Ranunculus and also in Trollius, where, however, the relatively small 
nectaries in spite of their orange colour can scarcely be considered as a flag- 
apparatus. 

That in man>‘ other families, especially the Nymphaeaccae, Mesembry- 
aiithcmuni, the Zingiberaccae, the Candollean view fits well ; and without 
forcing of the morphological facts appears to me incontestable. In many 
flowers indeed the stamens clearly act as a flag-apparatus with or without 
loss of function, and our knowledge of double flowers tells us that the stamens 
are transformed specially easily into petals. That this transformation can 
take place in foliage-leaves also follows, not only from what has been said 
about Trollius but also from what was said before about Nidularium ^ 

r.\CTORS Influexcinc; Coi.our and Size. The colour of the flag- 
apparatus of the flower, by which it differs so markedly from the vegetative 
part, is purely an arrangement in relation to pollination. We find male and 
female flowers which have a lively red colour in many Coniferae, for example 
the spruce, although here the pollination takes place by the wind, and in 
Musci frequently the same phenomenon is observed in the sexual organs. 
It is therefore very probable that the feature of colour which so often 
appears when the propagative organs are being brought forth has some 
connexion with definite metabolic processes, although up till now we cannot 
recognize what these are. It has been shown - that the capacity for respira¬ 
tion of the flower is greater than that of the green leaf-organs, whilst its 
transpiration is less, but we do not know yet how this functional behaviour 
affects the whole economy of the flower, nor what is the reason from the 
purely physiological standpoint why in many flowers, for example those of 
the Urticaccae. corolline organs are entirely wanting. 

That the size of the corolla, and in many cases also the intensity of its 
colouring ', is dependent upon external factors, especially upon the intensity 
of light •*. has been already pointed out, and it was shown that this is only an 
individual illustration of the fact that the different developmental stages of 
the plant are bound up with different external conditions, and that other 
factors besides light have an influence upon the formation of flower '-. Here 
we shall only further say that the ‘unessentially zygomorphous ’ flowers 


• See Pan I, p. 10. 

■ Curtel. Kccherches physiologiques sur la fleur, ia Annalesdcs sciences naturelles. scr. S, vi(l8g7^ 
Pbnl AsSt''0l,e H colouration u,>on light is not equally expressed in Ili 

^ flowers of Antirrhinum majus and Digitalis purpurea, whid 

had d veloped on the shoots of plants deprived of their leaves remai..e<l white and that therefore h^ 
disturbance of nutrition affects the formation of colour tnerctore the 

* See Part I, p. a43. 
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which we formerly described ’ as they are found on the margin of many 

inflorescences, that is to say those with unilaterally-outwardly—furthered 

corollas, owe their conformation perhaps to the fact that the outer part of 
the corolla has been the more intensely illuminated side in a long series of 
generations, and therefore we have to deal most probably with an inherited 
influence. It is at any rate of interest to note that we can produce quite 
similar phenomena experimentally 2. In Fig. 361 is shown an inflorescence 
of Helianthus annuus. On it the ray-florets are developed unequally in 
consequence of unequally strong illumination. If now we substitute for the 
capitulum figured in Fig. 361, II, a single marginal flower of Scabiosa we 



FiC. 361. Helianthus annuus. CapUulum £rown in feeble unilateral inomination. The ray-HorcU on the feebly 
illuminated side are smaller than on tnc side under stronger illumioation. capitulum in vertical section. 11»the 
same seen from above. After N. J. C. Haller. 


obtain fundamentally quite similar configuration. Whether the analogy 
here assumed is actual or only apparent can only be shown by experimental 
investigation of the plants which from this standpoint possess ‘ plastic ’ 
flowers. 


(JY) DIFFERENCES IN CONFIGURATION DUE TO DIFFERENCES IN DISTRIBUTION 

OK GROWTH. 


An account of the numberless differences in configuration of the flower- 
envelope could only be given along with a discussion of their function and 
will not be attempted, but there is one point of general importance which 
may be briefly referred to, namely, that marked changes in form may 
appear in the mature condition through relatively small differences in the 
distribution of growth. This is a generally effective cause. I have 
endeavoured to explain it in an example of the grass-inflorescence and 


I ( 1 p, 1 30 * 

^ .See also N. J. C. Miiller, Handbuch der lk)tanik, i, p. 269- Cartel, Recherches physiologiques 
S.U la fleur, in Annales < 1 cs sciences naturclles, gives us nothing essentially new. I may here K«ll 
what was said about the unilater.-il construction of Hepaticae and Musci; see p. no e 4. 
prophylls of some Dicotylcdones I have recently found relationships . T,hrl.iieher 

= Goebel, Beitrage zur Entwicklungsgeschichte einiger Inflorescenzen, in Pnngs J 

XIV (1884). 
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Sachs* has subsequently in his instructive manner illustrated it in the 
development of the foliage-leaves. 

With regard to the corolla, we may start from the primordium of 
a radial pcntamcrous corolla of coucrescent primordia as it occurs in many 
dicotylous flowers. The concrescence depends, as wc have seen, upon a dis¬ 
placement of the growth. If each of the five leaf-primordia were to grow 
into a free part, then wc should ha\ e a choripetalous corolla. But the free 
parts grow only insignificantly, the zone of insertion of the five primordia 
grows strongly, and there arises the tube with the five teeth with which 
we started. This develops further into a radial corolla such as we find in 
Campanula, or into the tubular flower of some of the Compositae, if the sub¬ 
sequent growth is chiefly upon the cup-like or tube-like basal portion, whether 
this grows uniformly throughout or only retains a zone 
of embryonal tissue, which is then usually at the base. 

If, however, the zone below the teeth grows strongly, 
then according to the course of this zone of growth 
other relationships of configuration appear. Let us 
suppose that the growing zone is below i and 2 in 
rig. 362 in the position of the dotted line there. This 
runs left from i and right from 2 up to the indenta- in conri)*uraiioii 

i_ • 1 I \ \ t * in a sympetalous corolla 

tions which separate the two corolla-lobes, but it rims in consc 4 )uenoc oi tlitli i' 

L . s 11 . t . ent distribution offfrowth. 

between j and 2 under the separating depression. If 
now such a zone of growth occurred also below the lobes 4, j, a two-lipped 
corolla must arise if the lobes 1 and 2 were early checked in their growth 
—the conformation which the marginal flowers of the tubulifloral Coni- 
positae show ; if the zone of growth touch only at one position upon the 
separating depression, then wc obtain the ‘ unilaterally split corolla, which 
is subsequently spread out flat, of the ligulifioral Compositae. 

(2) The A.nduoecium. 

1 he conformation ofthe microsporophj'II is much more uniform amongst 
the Angiospcrmac than amongst the Gymnospermae. In the Gymnospcrmac 
the number of microsporangia is .-omewhat variable, even within one and 
the same flower, for e.xample in Juniperus, but in the Angiospcrmac the 
number four predominates. 

The pollen-sacs in the majority of cases run panillcl with the length 
of the staminal leaf, so that they correspond to tlte four angles of tlic 
anther. By the growth of the connective the pollen-sacs may be pushed 
towards the inner side {introrse) or to the outer side {extrorse) of the flower— 

■ 887 ^p. of Plant., EnglUh ciition by M.arshall War.l, Oxfor.l, 

^ That this expression is not liter.nlly correct is clear from the description that is given. 
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changes which have an intimate relationship to the manner in which 

pol matron is effected. There are, however, cases in which the anthers have 

tno pollen-sacs above and two below, as in tbe Laurineae, but I do not 

know trtetber this is the result of a displacement taking place in the course 

of the development. Where there are deviations from the number four in 

the microsporangia we can refer them back to this type by the following 
assumptions;— ^ 

{a) Division of the anther. 

{b) Arrest or suppression of pollen-sacs. 

(c) Confluence of pollen-sacs. 

((f) Division of pollen-sacs by sterile plates of tissue. 

The following are illustrations of these:— 


(rt) Division of the anther. This scarcely requires an explanation. It is 
found in Betula, Althaea and other Malvaceae, and in Salvia along with sterilization 
and transformation of one aniher-lobe. 

(^) Arrest or suppression of the pollen-sacs. In the case of the 
Asclepiadeae ‘ only the pair of anterior sporangia are developed. The arrest of the 
posterior pollen-sacs is evidently connected with the peculiar construction of the 
stamens. Arrest also occurs in the Marantaceac, where one-half of the stamen has 
become petaloid. 

(r) Confluence of pollen-sacs. We have seen confluence in Juniperus 
amongst the Gymnospermae, and Us occurrence in the Angiospermac is less striking 
because the microsporangia are less independent than they are in the Gymnospermae. 
This confluence may take place by the subsequent breaking down of sterile tissue, 
or by the development of fertile tissue in places where otherwise sterile tissue 
should be. 

Which process takes place in the Orchideae where confluence occurs, for instance 
in Stanhopea, Gongora, Trichopilia, I do not know, but it seems to me probable that 
it is the second one. This can only be determined by an examination of the 
development. It is probable that the body possessing two annular pollen-chambers in 
the middle of the flower of Cyclanihera has arisen by simplification of an androecium 
which consisted of five stamens, each having two horizontal chambers between which 
sterile tissue was no longer formed'. 

(d) Division of pollen-sacs by plates of sterile tissue. This process is a more 
frequent one and will be referred to again when the formation of sporangia is discussed 


' See Englcr, Beitragc ziir Kenntniss der Antherenbildung der Metaspermen, in Pringsheims 
Jahrbiicher, x (1876). With regard to the Cucnrbitaceae see the description in the text on p. 539. 
'I'hc convolution of the pollen-sacs makes possible an abnndant formation of pollen, notwithstanding 
the halving of the anther. The convolution is greatest where the need of pollen is greatest, that is 
to say, where there are many ovules. 

* Whether one should consider these anthers as appetidicttlar and arising out of concrescent leaves, 
or as axial, seems to me little more than a matter of words. The question only is how they have 
l)ccn derived. It is clear that in their inception there can be no separation into axis and leaf. 
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It is found along with the ‘ normal ’ formation of anthers in different families, for 
example, amongst the Onagrarieae, in Clarkia where there are four to five chambers, 
in Caura biennis where there are six chambers, wiiilst in Epilobium and Oenothera 
and others there is only a single chamber. The occurrence of chambering in 
ilifterent cycles of affinity appears to me important, because here a derived, not an 
original, character lies before us. and its biological significance corresponds evidently 
to that of the ' trabeculae ’ in the sporangia of isoetes ‘—by the formation of these 
sterile plates of tissue the nourishment of the sporogenous cell-complex is facilitated. 
We find this construction therefore, a-^ might be expected, especially in massive broad 
and long anthers, for example in Khizophora (I'ig- 3f»3)- 


Tr.an s for m k d St a m f. n s . That 
ricncc a transformation along with .a 
change in function will be evident from 
what has been said regarding the Ra- 
niinculaccacwith which tnanj' others 
might be associated. In many cases 
the function of the transformed or de¬ 
formed stamen is not known, as for 
example in Iloronia and Cas.sia. At 
any rate there is between transformed 
stamens and stamens which arc de¬ 
formed^ in the course of their normal 
development no sharp limit. 

(3) The Gvnaeceum. 

The enclosure of the megasporan- 
gium within a chamber—the ovary — 
is a characteristic feature of Aneio- 
spermae. The manner in which this 
comes about has given rise to much 
discussion. The dilTcrcnccs of intcr- 


thc stamens of many flowers expe- 



Fig. x(ty. Rhuophon mucronau. Flower ii\ 
lon}>i(udinal $eciion. Numerous splicricaJ micru* 
sporangia, in the anther; s, spongy ti^uc umlor 
the o\ary into which the j^owing scc<l penetrates. 


pretation are a consequence partly of the peculiarities in the development 
of this organ, which have not been always clearly appreciated, and to which 
refcrence will be made presently, but they arc also in great part purely 
differences in the use of words. The essential points in dispute arc to 
what extent the carpel (mcgasporophyll) and the flower-axis (torus) share 
respectively m the construction of the gynaeccum, and in particular what 
«s the correct interpretation of the placenta. Comparative morpholo-v 
starting from the behaviour of the Cycadaceae, where the foliar oiigin^'of 


i;anc> 


* Sec p. 604. 

^ Sec bamiller, BiogeneUsche Untersuebuntjen 
in Flora. UjlxH (1896). 


" Sec p. 549. 

uber verkiimmertc oder umgebiWete SexuMor 
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the ovules is evident, as well as from other cases, and particularly from 
conditions of phyllody, endeavoured to prove that the placenU and therc- 
fom the ovules were everywhere the products of the carpels \and to maintain 
this It was necessary to assume concrescence and unions which were 
altogether hypothetical. The history of development appeared to lead to 
quite other results. Payer, for example, believed that the placenta should 
be interpreted always as an axial organ-. There were no less differences in 
the views upon the nature of the inferior ovary and other questions. 

An attempt has been made above to show that the flowers are indeed 
derived from vegetative shoots, but that in consequence of their whole con¬ 
striction a number of deviations from the behaviour of purely vegetative 
shoots show themselves. It would be, therefore, incorrect to endeavour 
to find the scheme of .segmentation of the vegetative shoots without 
modification in all the relationships of configuration of the flower, and to 
consider the flower at least in idea—as being based upon this scheme. 
Every explanation must, in the first instance, closely fit the individual 
facts. We have here, as in other cases, to construct a picture after com¬ 
parison of all the observed phenomena as they actually occur, or, to speak 
more accurately, to arrange the manifold phenomena in series, but we shall 
gain little if we still read into the terminal member of a series its beginning 
stages. VVe .shall do better if wc admit that nature steers straight forward 
to its end, and in consequence takes short cuts, the evolution of which wc 
can to a certain extent follow by comparison. Wc may recall the instructive 
case of the microsporangia of Juniperus amongst the Gymnospcrmac, 
which, originally clearly leaf-borne, finally become axis-borne by reduction 
of the sporophylls at the end of the flower. There is, indeed, still a remnant 
of the sporophylls existing, but things would be little changed were it too 
to disappear and the sporangium were to .spring directly from the flower- 
axis. The interesting point in this is not the fact that the sporangium, 
which arises in the ordinary case on a sporophyll, has here at last taken 
up a position on the flower-axis, but the tracing of the path by which thi.s 
axial position has been acquired. Hitherto morphologists have considered 
leaf-borne and axis-borne organs as having a different ' morphological 
value,’ and have therefore endeavoured to avoid tracing to the same place 
of origin organs which in their other peculiarities appear as evidently 
similar. To me the place of origin is more or less a subordinate point, 
as I have several times said—everything else can change, so also can this. 
What wc should endeavour to find out is the method and manner of Iwu 
the change ha.s taken place, and—what is a much more difficult but also 

■ See es|)ccially CclakovskyS Vcrgleichcmie DarstelUing tier Placentcn in tlen Fruchtknoten der 
I’lianerogaincn, in Abhandlungen der kbniglich bbhmischen Gesellschaft der W issenschaften, I-olgc 
6, viii (1876). 

^ Payer, 'J raitc d'organoginic comparee dc la fleur, Paris, 1857^ p* 7 ^®* 
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a much more stimulating question—the conditions under which It has been 
completed. In juniperus, as we have .seen, wc had to deal with a shorten¬ 
ing^ in the development. Such shortenings arc found in predominant degree 
in the construction of the gynacccum of the Angiospermae. Whilst wc may 
in regard to it start from cases where the phenomena as we know them of 
the vegetative shoot and the flower of the Gymno.spermae arc .still perceptible, 
the carpels arc sharply marked off from the axis and produce the ovules 
cither on their concresccnt margins or on their surface; at the end of the 
scries wc shall find ca.scs in which the differentiation not only of the carpels 
from the flower-axis, but aLso of the ovules from the carpels, is entirely 
suppre.sscd. Such a case will be mentioned when speaking of the ovules 
in Balanophora. Should we endeavour to read into them our .scheme? Arc 
we to expect nature to adjust itself to our abstractions, or is it not rather 
the right way to adapt our opinions to its innumerable changes ? 



KiC. xf'M- Scheme of ihe devclopmrnt of the ovarvio many An}rios|>crniat* formation of the sole, in 

longitudinal section. 6-7 in transverse section, a, apex of the carpel; d, Ihe sole. 

The shortenings which we can recognize in the formation of the ovary 
are specially the following:— 

(«) The differentiation of axis and leaf is at different stages only slightly 
marked, because the area of the vegetative point of the flower is often 
entirely used up by the carpels. 

{l>) Concresccnt parts appear from the beginning in combination with 
one another, instead of subsequently uniting. 

(c) This is not only true of the combination of many carpels with one 
anothci, but also for each single carpel itself. The chamber which a single 
carpel has to build is relatively seldom formed by the union of originally 
free margins; much more frequent is it that the carpel develops like 
a peltate leaf, only without a stalk; that is to say, there appears upon the 
upper side of the carpel a depression very like what is found in the forma¬ 
tion of a tubular leaf of a Sarracenia, and then this deepens. One part 
corresponding to the apex of the carpel (Fig. ^64 a) grows most strongly; 
It forms the style where that exists, and the stigma. The other may be 
called the soU of the carpel. It is continued upwards on the margin of 
the carpels, and is so placed that the margins have not separated here from 
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one another. At this point, especially where their number is reduced the 
ovules are by preference formed-a phenomenon which may be connected 
with the fact that the most protected place to be found is in this basal pit. 
If only one ovule is found here, it takes up a median position, whilst higher 
up the margins of the carpel are the positions of origin 

The gynaeceum forms originally the terminal structure of the flower. 
Its position is more or less early changed in perigynous and particularly in 
epigynous flowers. The history of development and comparison show us 
how this process comes about, and that there is no essential difference 
between the structure of the gynaeceum in hypogynous and epigynous 
flowers. Transition-forms between these are also known. It will, however, 
be more instructive to deal with these two kinds of flower separately. 

Terminology. The expressions monomerous, dimerous, polymerous, referring 
to the number of the carpels, explain themselves. By apocarpous we designate a 

gynaeceum in which the several carpels 
are not concrescent with one another, 
and by syncarpous one in which two 
or more carpels are united to form 
one ovary. 1 think it is useful to add 
the expression paracarpous to indicate 
ovaries whose carpels are joined to¬ 
gether by the margins only — their 
position corresponding to that of the 
leaves in valvate aestivation—as in 
Dionaea and Primula; the term syn¬ 
carpous would then be retained for 
gynaecea in which the carpels are 
united by their outer surfaces. 

Ovules on the Under-Sukface of Carpels. The ovules may 
arise at different positions upon the carpels, chiefly on their margins, which 
are often greatly swollen, but they also occur upon the upper-surface, as in 
Butomus and Cabomba, and also upon the under-surface. Their occurrence 
upon the under-surface is really not a rare phenomenon, and yet Celakovsky 
has recently expressly denied it, and therefore I must say something about 
it. There are syncarpous ovaries in which the margins of the carpel aie 
strongly bent inwards, but are only united over a relatively small surface , 
for example in Eiythraea, where the ovary is composed of two carpels 



Tig. 36^. En^thraea pulchella. 1 , Hower^bud in tran$* 
versa section. The two carpets of the gynaeceum in the 
middle touch by their edges, out ovules are not yet formed. 
II and III, older gynaecea in transverse section. The 
carpels have cur%*e<rinwards more conspicuously and have 
produced ovules on their undtr surface. Magnified. 


* See Opbioglossnm, p. 481. . 

« Goebel, Vergleichende Entwicklnngsgeschichte der Pflanienorganc. in Schenk s Handbuch «r 
Bounik, iii (1884), p. 43 *. Chaaveand. Sar rinsertion doraale des ovules 
in Comptes Rendos de I’Academle des Sciences de Pans, oiv (189a), p. 14*. “S / ^ 

the same result for the Asclepiadeae and Apocynaceae. See also A. Braun, Die J ^ J 
Gymnospermie der Cycadeec erlautert durch die Stellung die«r Fam.l.e .m Stufengang des 
Gewachsrcichs, in Mooalsbcriclite der Berliner Akademic aos dem Janre io 7 S> p. ii • 
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which become concrcsccnt at a relatively late period. Their inturnecl 
margins be.ir the ovules upon the uncler-surfacc. and upon the margin 
(Fig. 365, II and III). It is evident in the figure that the incurving of the 
margins of the carpel increases in course of the development, and analogous 
cases arc found elsewhere. With regard to the question which position of 
the ovules—whether marginal or surfice—is to be considered the primitive 
one, I can only refer to what has been said in the case of the sporophylls of 
the Filicincac and Gymnospcrmac. Thc.se are question.s which at the 
present time we cannot e.xpcct to solve with certainty. 


[a) IHK SI l-ERIOR OVARY. 


1. Tho Apocarpous Gynaeceum. 

The simplest case is that of an ovary formed from a single carpel 
which, originally open, grows together later at the margins, and bears the 
ovule on the concrescent margin. 

Papilionaceae. We have this in the Papilionaceae. In them tho 
single carpel arises in the form of a horse-shoe shaped primordium in¬ 
vesting one side of the flower-axis before the whole of the stamens are laid 
down, and gradually the primordium encloses the whole apex of the axis in 
the same way as docs the primordium of the leaf of a grass. The growth 
is always furthered upon the side where originally there was the most 
prominent part of the primordium. At a later stage * the carpel appears in 
a form which Payer aptly compares with a sack slit upon one side : the slit 
is formed by the margins which have approached one another, but are not 
yet concrescent. The ovules sprout from these leaf-margins and form then 
two rows opposite the middle line of the carpel; and as the edges later 
become completely united, the pod of the Papilionaceae is produced, which 
primarily is unilocular, and only in a few species is divided by growths 
from the inside of the carpel throughout its length in Astragalus, or at right 

angles to its axis in Cassia Fistula—a phenomenon which is not uncomrnon 
in other ovaries. 

Numerous monomerous ovaries arc found in many Rosaccae and 
Kanunculaceae. 


Rosaceae. Amongst the Rosaccae, of which the tribe Dryadeac will 
be specially kept in view, the flowers arc perigynous. that is to say, sepals, 
petals, and stamens stand upon a cup-like zone of the flower-axis, which 
invests the terminal conical portion of the same axis which bears the 

numbers and the first of them appears, for example in species of Rubus 
always before the s tamens are all laid down upon the cup-like zone^ 

• Vicia Faba was used as a subject ©r investigation. 
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A single carpel of Geum i or of Rosa has at first the form of a hemi¬ 
spherical papilla, which becomes flattened in its further growth, and takes 
on the form of an ordinary leaf-primordium. The surface then becomes 
concave, the margins approach one another, a considerable elongation takes 
place, and the margins close together as in the cases already described 
But at the same time the basal part of the leaf—the sole—is raised 
upwards 3 . With this we observe here, as in other cases, a reduction in the 
number of the ovules; the Spiraeeae have still numerous margin-borne 
ovules ; in Rosa there are two ovules, which spring immediately above the 
lower sack-like portion of the carpel; in Geum one of the two ovules 
regularly aborts very early, or its formation may be entirely suppressed, 
and then the one that is left assumes a nearly median position, and stands 
then immediately above the lower sack-like portion of the ovary, which 
develops pari passu with its further development. 

Ranunculaceae. A similar process—reduction of the ovules to 
one and its adoption of a median position—may be observed in the 
Ranunculaceae. The carpels of Ranunculus and Myosurus are spirally 
placed upon the conical vegetative point of the flower. Each produces 
one ovule. The carpel is concave upon its upper surface as it is in Rosa 
(Fig. 364, 2), then it becomes cap-like, and the originally free margins 
approach one another and subsequently coalesce. Immediately below the 
position where the concrescence begins the ovule arises, in Ranunculus 
apparently in the axil of the carpel^, but really, as the case of Anemone 
specially shows, it arises upon the surface of the carpel, from indeed its sole, 
immediately below the middle of the split limited by the two concrescent 
carpel-margins. If the ovule is not clearly limited from the sole of the 
carpel it appears in longitudinal section as the direct prolongation of 
this, and therefore gives the impression of being axillary, and was formerly 
partly so described. Other Ranunculaceae, like Clematis calycina^, possess 
besides this median ovule two others upon each carpel-margin—a transition 
to the behaviour of Helleborus, where, as in the Papilionaceae and 
Spiraeeae, there are numerous marginal ovules in each carpel. The 
cap-like hollowing out or formation of the sole of the carpel follows 
exactly the same course as that in the construction of the horned petals 
of Delphinium where a concave excavation of the upper side takes place 
along with the appearance of a transverse cushion at the base of the petal, 
quite as in the formation of the tubes of Utricularia or of the petals 
transformed to nectaries of Helleborus. 


‘ See Payer, Traite d'organogenie comparce de la fleur, Paris, 1857, p. 502, pi. c; also Warming, 
I)e I’ovulc, in Anoales des sciences naturelles, s^r. 6, v (1878), p. 181. 

* See also Payer, op. cit., pi. c. Fig. 15. S« the defimlion P* 557 - 

‘ As seen in longitudinal section. * See Payer, op. cit., p. 258. pl- 1 "“- ^ 9 

• See Payer, op. cit., pL Iv, Figs. 20-27. 
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I\Iorc correctly than in tlie Ranunculaceac we can speak in some 
other apocarpous gynaccea of ovules which apparently spring from the 
flower-axis and arc axillary to the carpeP. Fig. 366 furnishes u.s with 
an instructive example. Both in Ailanthus and in Coriaria five carpels 
arc laid down beneath the broad flattened vegetative point. 

Ailanthus. The carpels of Ailanthus show the formation of a cap 
as do those of Ranunculus (Fig. 366, 2). At s we have the carpellary 
sole, above this a broad quadrangular split which is closed subsequently 
by the concrescence of its edges (Fig. 366, 3). That the split, as 
in the Papilionaceac, is not prolonged to the point of the carpels docs 
not depend upon the fact that a process analogous with the formation 
of a sole takes place, but upon the strong development of the surface 




Fic. j66. 1-^, Ailanthus clamlulos.-i: dftelopm«nt of ovary; t. sole of the carpel; sk, ovule. 4-?, Coriaria 
myriiloiia; /j, sepal; peui; sta, stameo ; carpel; the ovulc$ arise as in Ailanthus in I’ront of the mitMIc of 
the carpel, but no sole is perceptible. 


underneath the carpellary apex. The carpel sits here upon the flower-axis 

with a broad base, as in Ranunculus, and consequently in longitudinal 

section it has the appearance as if the carpellary sole (j in Fig. 366, 3) 

is itself a sprout from the flower-axis, but the process is, as accurate 

tracing of the history of development shows ^ quite like that in Ranunculus, 

only the separation between carpel and vegetative point of the flower-axis 
is less sharp. 

Coriaria. In Coriaria. on the other hand, this process proceeds still 
further. The carpellary sole is not differentiated in longitudinal section 


EntJS ^ 'a I ‘‘a'-e shown. See Goebel. Vergleichendc 

Enlwicklungsgeschichte der Pflanzenorgane. in Schenk's Handbach der Botanik, iii (,884), p. 434. 

Ixxiifns^Xp! 69 des Fruchtknotens nnd der Placemen, in Klom, 
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from the vegetative point of the flower, yet the investigation of the history 
of development would doubtless show here also that it arises as a portion of 
the carpel in the same way as in Ailanthus, but it grows up together with 
the vegetative point of the flower so that a separation of the two does not 
appear. We can of course imagine a purely ideal limit running up between 
thern, as is shown in Fig. 366,5, by shading of the carpel to the left^ The 
origin of the ovule is here the same as in the cases mentioned above. 
The same origination is valid in cases where only one carpel exists and 
in its origin uses up the substance at the vegetative point at the apex. 
This is the case in Gramineae where, however, the ovule has been considered, 
though incorrectly, as springing out of the vegetative point of the flower; 
the formation of the carpel and the fact that the ovule is displaced later 
upon the lateral wall of the ovary both point to its belonging to the carpel 
in this family. 

2. The Syncarpous Gynaeceum. 

In different families we find not only forms with apocarpous ovaries, 
but also those in which the ovaries are syncarpous, and there are transitions 
between them. We must first of all distinguish two categories of the 
development of the syncarpous ovary;— 

(a) That where the apex of the flower-axis does not share in the 
development; 

(d) that in which the apex of the flower-axis does share. 

The two categories are not sharply separable, as we see in those ovaries 
where the lower part belongs to the first category, the upper to the 
second category. In the following a few examples only will be given to 
illustrate some of the great variations in the processes concerned here. 

According io the area of the torus which is occupied by the carpels 
the placentation is different :— 

1. If the carpels in their origin from the torus use it all up amongst 
them we obtain a bilocular or plurilocular ovary which bears the placentas 
upon the septa. 

2. If a middle zone of torus is left over which remains behind in 
growth there arises a unilocular ovary with parietal placentation. 

We shall speak of the first case to begin with because the latter 
one connects better with cases where the axis shares in the formation 
of the ovary. 

(l) THE SYNCARPOUS SUPERIOR OVARY WITH SEPTAL PLACENTATION. 

{a) The Flo7uer~axis does not share in the Formation. 

Acer. We may start from a case like that of Acer which has been 
already mentioned and figured The carpels use up entirely the vegetative 


* Payer’s figures tell us nothing on this point. 


* See p. 54 *- 
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point of the flower, and upon the upper side of each arises the depression 
already spoken of. Thus from the first there is a bilocular ovary whose 
septum is produced by the non-separation of the two carpels at their base, 
or rather by their common growth together upwards. This behaviour can 
be seen, mutatis mutandis, in other plants such as the Boragincac and 
Labiatae. In each chamber two ovules only arise. 

Solanaceae. Scrophularineae. The process is exactly the same where 
we have in each loculus a many-oviilcd placenta developed, as in Solanaceae 
and Scrophularineae*. The ovary in its upper part is unilocular with two 
parietal placentas, and the process of development is quite the same as that 
in Acer*; the carpels use up entirely the torus, and form to a certain extent 
a double sole, the septal wall. The margin of the cup of the ovary shows 
an increased growth at the points corresponding to the apices of the carpels, 
and the lateral parts raise themselves somewhat at the position of con¬ 
crescence, and there form the parietal part of the placenta. 

Beyond this the question of how far the flower-axis is drawn into the 



FtG. 367. Ovaries in transverse section. A, Lobelia. Diipcnsia. O HhoUotlendron. />. Fassitfora. ^/, 
placenta; ovule. After Le Maout ct Decaisne. Lehrb. 


formation of the ovary is of quite subordinate importance yet there are 
some examples of septal placcntation in which the axis shares which deserve 
notice. 

{b) The Flmver-axis shares in the Formation. 

We shall specially refer to the cases of Oxalideae and Caryophyllcae. 

Oxalis. In Oxalis stricta (Fig. 368) the five carpels arise in a whorl 
around the broad flattened apex of the flower-axis, but they do not use thi.s 
up entirely. Each carpel shows also here the formation of the sole, but the 
flower-axis from which the sole is not separated grows up with it. In this 
way there is produced a quinquelocular ovary to which the upper free 


' 367 > which, although it represents the transverse section of an inferior ov.-irj', 

shows the Mme pUcentation. 1 formerly supposed that there w.-is .t sharing of the axis in these 
famines^ misled by the bcomplete and therefore inconect statements of Payer. 

* Schaefer has proved by the history of development that this, which 1 had conjectured, is the case. 

' Even allied forms may, as it appears, behave differently, as we see, for example, iu the 

Caryophyllcae. ‘ 
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portion of the carpels forms the style. A transverse section through the 
lower part—the ovary itself—shows then a central axis on which the 
margins of the carpel are set, and they remain united with this central axis, 
and at the position of the union there run in each loculus two longitudinal' 
cushions, the placentas. Doubtless these latter correspond each to a 
marginal part of a carpel which has, however, not separated itself from 
the tissue of the vegetative point of the flower h The process in Impatiens 
and elsewhere is similar. 


CaryophyUeae. In Caryophylleae, like Lychnis, Malachium, Silene, 
and others, we have the same. The so-called ‘free central placenta’ of 
these forms arises because the septa are early broken down. As Van 
Tieghem says^ ‘one sees then how great is the mistake of the organo- 
grapher who recognizes in this complex column only a simple axis which 
will produce the ovules on its surface.’ Much more correct is the view, 
which is supported by the history of development that the placentas 
correspond to the margins of the carpels united with the axis. In this large 



family, however, there 
are transitions from 
the condition in which 
the vegetative point of 
the flower is entirely 
used up for the forma¬ 
tion of the carpels to 
those where the flower- 


Fig. $68 . Ozalid stricta. Ovary in transverse section. before ineep. 
cion of ovules. older« with two rows of ovules in each loculus. C« older 
than that in A and cut in the upper part; the margins of (be carpels implanted 
on the Hower-axis, ax^ to whkn they are subsc<)uently uoited. 


axis remains as a rela¬ 
tively large portion, 
and is distinguished 


anatomically by special vascular bundles. It is easy to understand that a 
long massive column in the middle of the ovary which stores up material 
for the development of the seeds must be specially constructed anatomically. 
At the same time the question whether the flower-axis shares in the forma¬ 
tion of the ovary or not is by no means of first-class importance. 


(2) THE SYNCARPOUS SUPERIOR OVARY WITH PARIETAL PLACENTATION. 

Here the vegetative point of the flower remains at the base of the cup 
of the ovary ^ the placentas do not reach it (Fig. 367, D), and they appear 


‘ Anatomically speaking, the axial tissue in Oxalis stricta does not appear. The bundles which 
run in the central column of the ovary belong to the margins of the carpel in the sense given above. 

» Van Tieghem, Recherches sur la structure du pistil, in Annales des sciences naturelles, ser. 5, 


ix (1868), p. 181. . ^ „ .. . 

* See Goebel, Vergleichende Entwicklongsgeschichte der Pflanzenorgane, m Schenk s Handbuch 

der Botanik, iii (1884), p. 37 * : G. Lister. On the Origin of the Placentas ® J 

Order Caryophylleae, in Journal of the Linnean Society, xx (1883), p. Schaefer, Bcitrag 
Entwicklongsgeschichte des Fmchtknotens und der Placemen, in Flora, Ixxm (1890). 
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therefore as projections from the wall of the ovary. One example will 
suffice:— 

Cistus populifolius. The carpels of this species (Fig. 369) are laid 
down in the form of transverse cushions which approach one another some¬ 
what, but at first are not connected together. In I’'ig. 369, 1, the ovary is 
shown already in the form of a cup with five angles, whose points indicate 
the middle of the carpcllary primordia, which have become raised up early 
upon a common annular base. At those places which correspond to the 
lines of separation between the several carpcllary primordia upon the open 
cup of the ovary, a thick longitudinal cushion appears upon the inner wall 
of the cup ; these arc the placentas. The free margins of the several carpels 
ending above at the angles of the cup of the ovary grow in many cases, 
for e.xample in Reseda and species of Hypericum, into as many styles, 
in that the margins lay themselves together and so form the tubes of the 
styles, and we thus have an ovarian cavity which is continued into many 



I'lG. Ctslus poputifolius. I, younj;^ Hov>cr sern obliquely from ul>o\c: the ovarian cup is laid down uith 
five placpniai; numerous stamens arouml it. 3, ovarian cup in vertical section: Gve placental cushions before 
(he inception of ovules. older ovary in oblique profile: the upper part will become subsequently the style. 
After Payer. 


distinct styles. In Cistus this is not the case. The style-tube is formed by 
the elongation of the upper part of the ovarian cup, and that it took origin 
at the time of the formation of the five distinct carpcllary leaves is shown 
by the appearance upon its outside of the five stigmas (Fig. 369). The 
placentas project inwards as cushions into the middle of the ovary, and 
bear upon each side two rows of ovules. The ovary thereby becomes 
incompletely quinquelocular. 

An ovary which is laid down in this way as a unilocular one may 
become plurilocular by different processes: in most Cruciferae by the 
formation of a false septum through the union of two outgrowths from 
the placentas; in the Geraniaceae the placentas bear ovules only in the 
lower part of the ovary, in the upper part they grow together into a column 
occupying the canal of the style from which the wall of the ovary is 
subsequently thrown off in five valves, a process which is closely connected 
with the distribution of the seeds. 



566 THE SPOROPHYLLS AND FLOWER OF ANGIOSPERMAE 


3 . The Paraearpous Gynaeceum. 


Dionaea. Fig. 370 shows a transverse section of the lower part of the 
ovary of this dioseraceous genus from which we may start. There are five 
carpels which are concrescent, and in such a way that their margins only are 
in contact. Within this ovary we find an annular swelling which produces 
ovules in serial succession from within outwards. As the longitudinal 
section in Fig. 370, II, shows, this swelling belongs evidently to the carpels. 
It represents the basal portions of the carpels which are not separated front 
one another. It is no longer possible to assign the ovules to the several 
carpels to which they belong. The excavation in the middle (Fig. 370, A) 


o 



FiC. ^70. Dionaea muscipula. K, voun^ Howit in transverse section* 
l], the ovary of a similar llowcr in iongrtudinal section. A, vegetative point 
of the flower; Sy ovules. 


represents the remains 
of the vegetative point 
of the flower • mass 
which is not devoted 
to the formation of the 
ovary. We can easily 
derive this case from 
the common one: no 
infolding of the car- 
pellary leaves takes 
place here, but a para- 
carpous carpellary ring 
is produced in which 


the united carpels raise up their base and bear the ovules. 

Primulaceae. Leatibularieae. From this it is easy to derive the free 


central placenta which wc find in the Primulaceae, Lentibularieae, and others. 
In them the differentiation of the placental portion of the carpels is sup¬ 
pressed. The whole of the portion of the vegetative point of the flower 
which is not used for the formation of the wall of the ovary is pro¬ 


longed in the middle of the ovary. What now is this central placenta? 
‘ Orthodox morphology ’ considers the central placenta as formed out of the 
axis on which run up the basal portions—the soles—of the carpels, and 
defends this interpretation very well against those who have declared the 
placenta to be the continuation of the flower-axis alone. The anatomical 
school, on the other hand, regards the placenta as formed from the carpellary 
soles alone, because it is pierced by a system of conducting bundles, which 
have their vascular portion turned outwards, and are connected with the 
conducting bundle-system of the carpels. This condition, however, is by 
no means general; where the placenta is weak, the supply of vascular 
bundles is simplified. In Primula farinosa, for example, there is a simple 
concentric strand in the middle of the placenta, and the same is the case in 
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Antlrosacc villosa and others’. From this \vc learn that the anatomical 
structure gets its direction after the formation of the placenta, and is not 
inverted ; in other words, the relationships of the vascular bundles arc 
determined by the claims of physiology, not by those of morphological 
behaviour, and they require an explanation based upon the whole con¬ 
figuration : they themselves cannot give an explanation. 

The view which has been put forward here may be stated in the 
following way: in the free central placenta we should distinguish neither 
appendicular nor axial parts. Wc have to do with a placenta which has 
probably come about by a process like that which has been shown above 
in the case of Dionaea, but which now exhibits a peculiar uciv forvtation 
of the flower. Can orthodox morphology say where the axis begins and 
where the carpellary sole ends? Must it still sing the old song that in 
every development nothing really new occurs, but that there is only a 
congenital union of the old? This gives us no insight into the processes 
themselves. That in abnormal cases the placenta itself can elongate into 
a shoot depends in our view upon the fact that the transformation of the 
primordium of a foliage-shoot into a flower is a ^^raditally completed 
process, and if it be disturbed then the ape.x of the flower-axis can grow 
further as a shoot. It is peculiar that in many Primulaceae, especially in 
Soldanella, a process of the placenta stretches up into the style. Possibly 
it shares in the conduction or nourishment of the pollen-tube. Biological 
relationships which might make understandable the appearance of the free 
central placenta are as yet unknown. That the free central placenta 
contains as elsewhere substances which are used for the development of 
the seed scarcely requires to be mentioned, as these arc found in other 
placentas. 

(/>) THE INTERIOR OVARY. 

There are repeated here all the relationships of configuration which we 
have learnt in connexion with the superior ovar>', and in particular the 
different kinds of placentation, as well as the condition that the vegetative 
point of the flower is cither entirely used up by the carpels, or that 
a portion of it remains behind. On account of deficient liistorical investi¬ 
gation, the view was formerly advanced that the ovary in the cpigynous 
flower is formed from the cup-like flower-axis, and the carpellary leaves 
only produce the styles and stigmas. Comparative morphology has rightly 
contradicted this interpretation, which, however, is still found in many books. 
As the history of development shows ^ the carpels share in the construction 

' Vid.-» 1 , kecherches sur Ic sommet dc I'axe dans b lleur des Gamopitales, These dc I’aris 
Grenoble, 1900. ' 

’ Goebel. Zur Entwicklungsgescbichtc des imterstandigcn KrucMknotens, in Bdanischc ZciUine 

Miv (iSiCn p 7J!9; Schaefer, Beitrag zur Entwicklungsgeschichle des Fnichtknotens nnd der 
1 lacenien. in Flora, Ixxiii (1890). 
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of the ovarian cavity, and the ovules have no other origin than that which 
is found in the superior ovary. It is common in all inferior ovaries that 
the vegetative point becomes at an early period more or less concavely 
hollowed out, and that the leaf-structures of the flower sprout out partly 
from the margins, partly from the inner surface of this depression. Whether 
one describe the marginal part of the flower-axis as a ‘congenital con¬ 
crescence ’ of the different leaf-whorls of the flower is an arbitrary matter, 
because the flower-axis ends its active existence with the bringing forth of 
the leaf-structures of the flower *. The earlier the flower-axis assumes the 
cup-like form, the more will we in general ascribe its character to the 
flower-axis; the later this form is assumed, the more will its features 
approach the more primitive condition as we find it in hypogynous 
flowers. Where, as for example in many Cactaceae, the outer surface of 
the inferior ovary is able to produce leaves and lateral shoots, we can have 
no doubt about its axial nature; the flower-axis has here become drawn 
into the formation of the ovary at a late period. In other cases, however, 
this takes place very early, and then the axis appears, as has been said, to 
pass right back into the leaf-structures of the flower. 


{a) The Vegetative Point of the Floioer-axis is not used up. 

In the flowers of many Rosaeflorae we find transitions from perigynous 
to hypogynous flowers, and amongst these we have the flowers of some 
Pomeae. 

Pyrus Malus. Fig. 371, 1-6, exhibits the development of the ovary of 
Pyrus Malus. The flower-axis has already become cup-like in Fig. 371, i, 
and the five carpels appear as papillae upon the hollowed-out inner surface. 
They take up the whole inner margin of the cavity, but at the base there is 
visible—and even at later stages it is so—the flattened vegetative point of 
the flower, v. From now onw'ards we should have an ordinary perigynous 
flower in which the carpels alone produce the ovary, if the shaded zone, 
Fig. 271, 4, in one carpel to the right exhibited a strong intercalary growth 
corresponding with the distribution of growth in the leaves of most angio- 
spermous plants. But this is not the case. What happens is that the 

ovarian cavity is formed by the growth of the zone, Fig. 371, 4 , 
shaded to the left This, however, involves both the flower-axis and the 
base of the carpels which quite cover its inside. The ovarian cavity, whic 
is produced by the growth of the zone, is then clothed on the inside by the 
carpellary leaves, and we need not be surprised therefore that the placenta ion 
is quite the same as in the superior ovary. We have to deal here wi 
a common growth of the torus and the carpels 3 , and this is a widely-spi 


1 And this is naturally expressed also in the anatomical structure. 

* This is a further illustration of the fact that relatively small displacements of 

may lead to great results. P' 
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phenomenon in the vegetative shoots also, for example in the encrusting of 
the shoot-axis in Chara, and in the formation of the leaf-cushions of many 
Coniferae. We find the same in other investigated cases, and it is clear 
therefore that the view that the carpels only form the styles is quite 

untenable. 


(b) The Vegetative Point of the Floxvcr-axis is used up. 

TTmbelliferae. We may cite as an illustration of this the case of the 
Umbelliferae (Fig. 371, 7-9). 

The features that we have 
seen in Acer are repeated 
here, but they are complicated 
by the fact that the carpels 
are not free, but arc united 
on their outer surface with the 
vegetative point of the flower. 

The two soles of the carpels 
upon which the ovules arise 
are united with one another, 
and they form a septum. In 
each chamber are two ovules, 
of which one—that turned up¬ 
wards—is regularly aborted, 
whilst the other develops 
further. The ovules were 
originally laid down at the 
base of the ovary, but there¬ 
after, by the further growth 
in the young ovarian cavity, 
were pushed upwards. 

Valerianaceae. This 
process takes place also else¬ 
where, for example in the 
Valerianaceae. In them we 
find three carpels, and a tri- 
locular ovary is laid down, 
but there is an ovule in only 
one chamber, and this cham¬ 
ber is always much larger 





Pic. .^7t. 1*6, P^TUs Mdius. I, voung (lower in lon^uudinal 
section; v, point of the rtowcr;y* carpel. 2-5, older 

of the same. 0 , ovary In transverse section: r*. vcjjeta- 
live point of the llonrr; sa. ovulv. 7, Er>'n(;ium marltimutn. 
Youn^ (lower in longitudinal section; vegetative point of the 
flower : s/, stamen; carpel. 8, 9, Angelica syfvestris. 8, 
Young flow*er in longitudinal section; sJki, siti, two ovules in 
an ovarian loculus oT which one directed upwards in right 
joculus) aborts; s/, incipient stamen; axis. 9, young ovary 
in transverse section; the ovules are parietal and arise in the 
position which corresponds with the concresccnt margins of the 
carpels. They are subsequently carried upwards. 


than the others. The two other carpels share only in the formation of 
^e style and the stigma. In Fig. 373, /, a young flower of Valeriana 
Phu is shown in longitudinal section. A comparison of / and /// shows 
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at once how the stamens are concrescent with the tube of the corolla by 
the further development of the zone which is marked ;ir. The ovule 
IS visible as a papilla at the base of the ovary. The flower-axis is 
entirely used up by the carpels. In II the ovule appears to be pushed 
somewhat upon the right side by a unilateral broadening of the base of the 
ovarian cavity. Now the portion of the ovarian cavity lying below the 
ovule grows. It is the portion between the dotted lines in Fig, 372, //, and 
is marked The ovule must therefore be pushed up within the ovary, and 
it hangs later downwards from the upper part of the ovarian cavity. Here 
also we do not recognize the biological significance of this displacement, 

but it is a step forward to have 
attained to this, that the different 
forms of ovarian formation can be 
referred back to the different dis¬ 
tribution of growth in the primor- 
dium of the flower, as this must be 
the point whence further investiga¬ 
tion must take its start. 

In what has been said only a 
brief indication of the construction 
of the gynaeceum in the Angio- 
spermae has been attempted. It 
does not seem to be necessary to 
enter here into the details of the 
formation of the style and stigma, 
especially as these are expressly 
connected with the relationships of 
pollination. A description also of 
the changes which take place in 
consequence of the fertilization in the flower and the formation of the 
fruit must be passed over here, and a description of forms of fruit is beyond 
the scope of this book. The relationships of the configuration of the ripe 
fruits and seeds to their distribution have in the last ten years so often been 
described comprehensively that there is no need for a further description. 

Biology of Ripening Fruit. Another problem, the biology of 
the ripening fruit, that is to say the relationship between the formation of 
the fruit and the life-conditions in their widest sense, has hitherto scarcely 
received attention. I may say of it here only that in dry fruits frequently 
arrangements arise which make possible a rapid transpiration, and conse¬ 
quently a more rapid ripening. The great surface-development which 
appears in these fruits is in marked contrast with the relatively small more 
or less spherical form which is found in most fleshy fruits. Many arrange¬ 
ments which have hitherto been considered merely as a parachute-apparatus 



Fig. 37i. Valeriana Phu. Flower indifferent develop 
mentai in longitudinal section. /, .r, ovule still 

very young; prinordium of style; c, calyx, rudU 
mentary; x. «)ne ia which corolla and stamens arise 
logrther. //, older flower; ovule; y, cone of ^owth 
which carries up the ovule into the ovary. ///, still 
older flower; c, c'. calyx. 
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on the ripe fruit arc in my view to be considered as a transpiration- 
apparatus for the ripening fruit, and these subsequently can be u>cd for distri¬ 
bution, but are not necessarily for this. Thus we have winged fruits which 
open and do not fall, for example in Sophora tetraptera ; the lively red 
and brown colour in many ripening pods of Leguminosae may facilitate 
also the outgo of the water-vapour; and the same may be said of the 
exposed lie of these fruits through which many become easily dried as 
they hang down. Investigation of the anatomical relationships, and 
experiment, can alone give us information upon these points. 


C. TR.IA'SFORMED FLOWERS. 

It is a remarkable fact that a structure which is so peculiarly con¬ 
structed and which is so markedly different from the vegetative shoot as 
is the flower, should yet submit itself to certain transformations again. 
As transformed flow ers wc consider all those which show a departure from 
the function of producing at least a single sporophyll. Amongst them wc 
can reckon flowers which arc only flags, and which no longer take anj’ share 
in sexual reproduction, such as wc find in Conipositae, Viburnum Opulus, 
species of Hydrangea, Muscari botryoidcs, some Orchidcae ; also the double 
flowers mentioned above may be reckoned at least partly here. It has 
been said * that probably phenomena of correlation have to be considered 
here. The transformation mostly aflccts the corolla, but the flower-stalk 
is involved in Muscari botryoidcs and Rhus Cotinus *. More peculiar are 
the following cases :— 

Sesamum indicum. In the flower-region below the normal flowers of 
Sesamum indicum some flowers are transformed into glands. Tlie primordia of 
sepals, petals, and stamens are to be found usually still in them. The sepals are 
small and inconspicuous; the petals have become secretion-organs, and appear 
as thick, yellow, cylindric bodies*; the stamens have also become thick, club-like 
secretion-organs. The primordium of the gynaeceum is usually entirely suppressed 
or is only seen in the earliest developmental stages. 

Trifolium subterraneiim. In Trifolium subterraneum * the inflorescence 
bores into the soil. It is protected against detachment by the primordia of the upper 
flowers of the inflorescence being transformed into organs which anchor the 
inflorescence. On the uppermost of the transformed flowers all the caly.x-Iobes are 
present, whilst the other flower-parts are aborted. The further up the flowers stand 


‘ See Part I,p. *n. 

’ Por an account of the stages of development at which the transformation takes place, see Familler, 

Biogenetische Untersuchongen iiber verkiimmerte oder umgebildete Sexiialorgane, in Flora, Ixxxii 
(1896). 

’ See Familler, op. cit. 

‘ See Warming, in Botanisches Centralblatt, xiv (1883), p. 157. 
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the less are the calyx-lobes developed, and the uppermost flowers are only short, 
thick, spherical, somewhat crumpled bodies, without a trace of leaves. But whilst 
normal flowers possess almost no stalk these transformed ones have stalks as much as 
two to four millimetres long. It is clear that we have here an instructive example of 
a gradual transformation. An arrest of the flower-primordia at different stages of 
development has taken place, and then a transformation in other directions. The 
conditions of the new formation require experimental investigation. 



THE ORGANS OF PROPAGATION 


Our account of the sporophyte of the Pteridophyta and Spermophyla 
has hitherto been concerned with the vegetative organs only, which as bearers 
of organs of propagation may experience peculiar transformations—a pheno¬ 
menon which we have also observed in the gametophyte of the Bryophyta. 
The sporangia arc the organs of propagation of the sporophyte. 

Whilst in the Bryophyta the whole sporophyte is made use of in the 
formation of spores, and with reference to its function therefore can be 
designated as one sporangium, the other Archegoniatae and the Spermo- 
phyta devote only a relatively small portion of the whole plant to the 
formation of spores, which arise in the special structures—the sporangia. 
The possession of more or less large vegetative organs which may repeat 
the spore-formation, often one year after another for a considerable time, 
permits of the formation of a large number of spores. In the tree-ferns 
there may be millions. That the pollcn-sac and ovule {nuccllus) in the 
Spermophyta are merely sporangia is now generally recognized. 

I propose to give here a short comparative account of the construction 
of the sporangium, with special reference to the connexion between its 
structure and its function. 


I 

THE SPORANGIUM 

The function of the sporangium is twofold. 

{a) to produce the spores; 

{b) to scatter the spores*. 

Other organs of the plant besides the sporangia are involved in these 
functions inasmuch as they furnish the necessary building-material to the 
sporangia, and they bring them into a position which facilitates the sowing 
of the spores. When speaking of the sporophyll this was pointed out. 
Now in considering these functions we have to look at 

{a) the construction of the sporangium in the mature condition ; 

{b) the course of the development of the sporangia. 

Embedded and Free Sporangia. Sporangia may be embedded 
or may be free 2. ‘ Embedded sporangia are enclosed in the tissue of the 

‘ The sowing of the spores is not a function of the megasporangia in the MarsiUaceae, Salviniaceae, 
ana Spermophyta, nor of the microsporangia in the Salviniaceae and Marsiiiaccae. 

As is the case with antheridia and arch^omaj see p. 173. 
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sporophyll. Free sporangia project beyond this, and arc therefore provided 
usually with a shorter or longer stalk, which during their youth conducts 
the nutritive material and in the adult gives the sporangium a favourable 
lie for the sowing of the spores. As transitions between embedded and 
free sporangia, we have the unstalked sporangia of the Equiseta which, 
with a broad base, sit on the sporophyll. Sporangia in Ophioglossum are 
embedded; so also are the microsporangia of most Spermophyta. In the 
Coniferae both types appear, as well as forms which may be considered as 
transitions The embedding of the sporangia favours their nutrition. The 
free position and the existence of a stalk favours the scattering of spores. 
The tissue of a young sporophyll of Ophioglossum pedunculosum within 
which the sporangia are sunk will be found to be gorged with starch, and 
probably also other reserve-materials which arc used up by the ripening 
sporangia. Sporangia which throw out their spores are, so far as I know, 
never embedded. The transition-forms between embedded and stalked 
sporangia, as we shall presently see them in Botrychium, offer a subject for 
our special attention, as they enable us to obtain some insight into the 
origin of the stalk. We may ascribe it either to the sporangium itself or 
to the sporophyll; the question—to which of them—appears of itself to be 
somewhat unimportant, but is of significance for a critical judgement on the 
connexion between the several forms of sporangia, especially also for the 
interpretation of the megasporangium of the Spermophyta. An attempt 
will be made below to show that the history of the stalk is not the same 
in all sporangia, but that the leptosporangiate Filicineae are specially dis¬ 
tinguished from the eusporangiate Filicineae and the other Pteridophyta by 
the formation of the stalk of their sporangium. 

The Relationships of Symmetry of Sporangia. The sporogonia 
of the Bryophyta are constructed radially in by far the greater number 
of instances. Where a dorsiventral form appears, as, for example, in 
Diphyscium and some other Musci, we are able to trace it to a change 
from the radial construction which begins earlier or later, and which 
stands in relationship to the distribution of the spores, and is caused by 
external factors, especially unilateral illumination. The sporangia of the 
Pteridophyta are never radial, apart from those of the Salviniaceae and 
Marsiliaceae, where, however, we must consider them as reduced structures. 
Most sporangia are dorsiventral, as for example in Equiseta, Polypodiaceae, 
Schizaeaccae, Osmundaceae, Lycopodium inundatum; others are bilateral 
or at least nearly so, as in most of the Ophioglossaceae and Lycopodmeae. 
We must inquire how far the relationships of symmetry of the sporangia 
are related to the distribution of spores, and we shall show that such 
relationships are very clearly visible in a number of cases where the 

> Embedded in Abictineae; free in Cnpressinene ; Equisctnm-like in Araucaria and others. 



SPORANGIA AND SPORE-DISTRIBUTION 


575 


conformation of the sporangium is asymmetric, as in the Hymcnophyllaccac. 
The direction in which the sporangium opens is specially dependent upon 
its conformation and He, a relationship about which more must be said as 
it has hitherto received far too little attention. 

We can clearly recognize in some cases that the outer conformation 
of the sporangium stands in relation to the place of its appearance. If 
a sporangium of Botr>‘chium standing free upon a sporophyll approaches 
the spherical form, if the sporangium of a Lycopodium lying parallel to the 
surface of the leaf in whose axil it stands possesses the greatest extension, 
we scarcely require to point out the relationship between the conformation 
and the lie. The sac-like sporangia of Lquisetiim arc also so formed 
that they fit under the space which is made by the peltate sporophyll. 
Analogous cases arc found in the Hymcnophyllaccac. In other cases, 
however, such simple relationships arc not probable. 

Arrangement for Distribution of Stores. The arrangement 
for the distribution of spores consists, in the first instance, in a characteristic 
structure of the wall of the sporangium, just as the structure of the wall of 
the anthcridium of the Bryophyta and Ptcridophyta is arranged for the 
distribution of the spermatocytes, only that by far the greater number of 
the spores are adapted to distribution by air-currents, not by water, as is 
the case with the spermatocytes. In the relatively small number of ca.ses 
in which the spores arc spread by the water, as in the Marsiliaccac, 
Salviniaccac, and Isoetaccac, the sporangial wall, so fir as we know, docs 
not take an active share in the opening; it has a very simple construction 
probably as the result of reduction, and it finally withers. We thus have 
in them phenomena which recall the aquatic Bryophyta, such as Riclla, 
which ripen their sporogonia under water. In the sporangia which discharge 
their spores into the air we find arrangements in the wall-structure for its 
opening, and frequently also for the scattering of the spores. A point of 
opening which we may designate the stomium occurs in all sporansia which 
discharge their spores into the air*. The cells of the sporangial wall 
condition by their characteristic structure the emptying of the sporangium 
of the spores, whether these be only exposed, be slowly pressed out, or be 
ejected. Other arrangements for distribution, that is to say arrangements 
not conditioned by the construction of the wall of the sporangium, are 
found only in Equisetum and Polypodium imbricatum in the conformation 
of the organs which have been erroneously named ‘ elaters,’ although 
neither in structure nor in function are they like the elaters of the 
sporangia of Hepaticae. 

‘Elaters’ in Equisetum. It is well known that the spores of Equisetum are 
provided with two membranous bands which are formed by splitting of the episporiuin, 

‘ Notwithstanding what is said in the latest literature. 
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and Nvhich when dried spread out but when moistened coil up round the spore. 
Tliey have been considered as means for spreading the spores as these, when they arc 
shed, if they come in contact with alternating moist and dry air, undergo movements 
in space. As the spores could in this way approach one another as well as move 
apart no scattering of them is associated with this movement. The question therefore 
is, How do the ‘elaters’ behave in the opening of the sporangium? De Bary has 
made an incidental communication upon this subject wtiich I here quote ‘‘ If one 
leaves a dehiscing spike of sporangia quiet in dry air the spores are pressed slowly 
out of their receptacles in consequence of the progressive crumpling through drying 
of the wall of the sporangium. The “elaters” of each spore at the same time stretch 
themselves. As, however, they never can become quite straight, and as also on account 
of the roughness of their outer surface they hook and interlock one with another, after 
a time there come in this way large, loose, woolly flocks together which are easily 
broken up into small flocks.’ These flocks consist always of many spores which are 
therefore sown together—an arrangement which receives its explanation in the fact 
that the prothalli of hquisetum are normally dioecious*. The ‘elaters’ then hinder 
a segregation of the spores. I would, however, add to what De Bary says that I think 
this is not the only function of the ‘ elaters,’ but that they also serve as a parachute, 
for the spores embedded in the loose flocks offer a larger surface to the wind. If the 
spore-flocks reach moist ground they become smaller by the coiling up of the ‘ elaters,' 
and heavier by the taking up of water. The ‘ elaters ’ also act to a certain extent in 
temporarily fastening the spores to the substratum by their roughness, whilst from 
a dry place the flocks are again easily blown away. The spores, however, are not 
arranged for long flight in the air as they quickly lose their capacity for germination. 

‘ Elaters' in Polypodium imbricatum. Within the sporangium of this 
epiphytic fern are found besides the spores fine hygroscopic fibres which are slightly 
cuticularized and which arise out of the plasm of the degenerated tapctal cells *. The 
function of these ‘elaters’ is here unknown. Karsten thinks that they contribute to 
the loosening of the spore-mass after the rupture of the sporangia, but this could 
scarcely be the case, seeing that in the sporangia of the Polypodiaceae, which are 
provided with an annulus, the spores are not gradually pressed out as in Equisetum 
but are thrown out all at once ^ I think Karsten’s further suggestion is better 
founded, ‘ that by their not inconsiderable length they favour the fixation m moist 
weather of the relatively large spores to the tree-stems,’ in the same way as Beccari 
has shown that tufts of hairs on the seeds of Asclepiadeae act. At any rate these 
structures have no more right to be called • elaters ’ than have the structures so-called 
in the Equiseta. Further investigation must show whether or not they are found 

elsewhere amongst the ferns. 

Differences in Structure of the Si'Orangial Wall. The 
wall of the sporangium is specially adapted to the distribution of the spores 


. DC B.uy. Nolle iibc. Elate,™ von Equiselnn., in liotanische P' 

’ Ka,«™! Die Elate,e„ von Polvpodinm i».b,iea.nm, in Flo,a, lexis (E,e»,„.£,band ,nm 
Jahrgang 1894), p. 87. 
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by <a special structure of the cells, in particular by peculiar thickenings of 
the cclI-membrane. There is a great multiplicity of details, but there is 
one feature that must be spcci.illy mentioned as I do not find that it has 
hitherto been carefully considered. Wherever in the Pteridophyta and 
G)’mnospcrmac there are specially thickened ceils —active cells—oi the wall 
of the sporangium serving as an opening or scattering mechanism, these 
ahvays belong to the outermost cell-layer of the sporaugial xoalF. which in 


many cases is the only one present in the ripe sporangium. In Angio- 
spermae this is never the case -. I-Ivcn where apparently the active cells, as 
they may be called, belong to the outermost layer this is not really so. 
This is a difference which we cannot well say is of great functional 
significance. )'et it is of great interest from the comparative morphological 
standpoint, because we have regarded for long, and rightly so, the structure 
of the wall of the sporangium as an important systematic mark. We shall 
presently speak about the genetic relationships of the sporangium, and 
endeavour to answer by individual instances the question of the relationship 
between conformation and function in the sporangia of the several groups. 

Division ok L.vhour in Sporangia. The division of labour 
between microsporangia and megasporangia that is found in the three 


classes of the Pteridophyta which now possess living representatives 
furnishes us with one of the most remarkable illustrations of ‘parallel 
formations’ in the plant kingdom. We start in the group from isosporous 
forms, but wc have not yet succeeded in tracing back the division of labour 
to an ‘ adaptation.’ Wc have already seen, when speaking of the germination 
of spores ^ that in the heterosporous forms the spores as tlicy leave the 
mother-plant arc ‘ induced ’ to a definite limited development which is little 
dependent upon external conditions. In Equisetum there is so far biologi¬ 
cally an approach to this behaviour inasmuch as the ‘ induction ’ is practicafly 
a consequence of the manner of the distribution of the spores. The spores 
are indeed all potentially alike, but through the scattering of many together 
it follows that the conditions of nutrition are not equally alike for all and 
the worst nourished will give male prothalli. When the development of 
the sporangia is considered, it will be shown that the separation of micro- 
sporangia and megasporangia appears at difrerent stages in the development 
of the F.hcincae and Lycopodincae; the most extreme case is again ofTered 

> the Spermophyta. Our short account of the mature sporangium will follow 

construction of the 

g rne ophyte was described, because in the Lycopodine.ae. with the exception 

- - 

„,d ,H. d.r S™™ der En^eTin 
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II 

THE MATURE SPORANGIUM OF THE PTERIDOPHYTA 

A. L YCOPODINEAE ’. 

We have in this group two kinds of sporangia to consider. 

1. Lycopodium, and Phylloglossum which is perhaps not generically 

separated from it, as well as Selaginella, possess solitary sporangia sessile 
upon the sporophylls. 

2. In the Psilotaceae there are two sporangia on the sporophylls, as in 
Tmesipteris (Fig. 336), or three to four. 

We shall leave unanswered the question whether the sporangia of the 
second group are the result of the ‘ concrescence ’ of separate sporangia, or 
of the division of a single sporangium = by the development of plates of 
sterile tissue. At any rate they are so far independent that each opens by 
a special longitudinal split. It may be also stated that in Tmesipteris the 
formation of one of the two sporangia may be entirely suppressed. The 
single sporangia of Lycopodium and Selaginella also open by a longitudinal 
split, but this docs not reach the stalk. The line of opening is always 
prepared for. The opening is brought about by the structure of the cells 
of the outermost cell-layer of the wall of the sporangium. The side-walls 
of these cells arc thickened equally in Psilotaceae and Selaginella, unequally 
in Lycopodium and Phylloglossum, and show the lignin-reaction with 
phloroglucin whilst the outer wall, if it is thickened apart from the cuticle, 
shows a cellulose-reaction. This is the common character of the structure 
of the sporangial wall in Lycopodincae. As regards individual cases we 
may remark ^:— 

Psilotaceae. 


The Psilotaceae have, besides the outer layer of the sporangial wall, 
many inner ones which furnish material for the formation of the relatively 
numerous and large spores, and of course also act as an effective protection 
to the ripening spores. 

Tmesipteris. Tmesipteris is a remarkable exception, according to 
Lcclerc du Sablon®, because its outer layer also consists of cells with 
lignified outer walls, and in consequence the usual causes of dehiscence 


> We exclude Isoetes from ihis class for the reasons already stated. See p. 17a, footnote 5. 

^ I observed in Lycopodium clnvatum the occasional division of the sporangium, which reached 
either only up to the stalk or also into this. 

’ In Psilotum the lignified layer also still shows a cellulose-reaction. 

’ In the following I do not deal with the mechanism of the opening of the sporangium, but only 
with the question how far the different forms of sporangia in a group can be referred to a common 

fundamcnt«il ‘ type/ , . 

* Lcclerc du Sablon, Rcchcrches $ur la dissemination des spores dans les Cryptogames vasculaires, 

in Annalcs des sciences naturelles, ser. 7, ii (1885), p. 24. 
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have disappeared ; on the other hand the sub-epidermal cells are lignified. 
But I find the following: the middle lamella of the lateral cell-walls is 
lignified, and the lignin-reaction is also stronger at the point where the cells 
stand in contact. The inner layer of the cell-wall is present in exceptional 
amount only under the position of opening, which is quite the same as what 
we find in Lycopodium clavatum which will be mentioned below. In the 
outer cell-wall a subcuticular layer more often colours red, but a complete 
lignification of the outer cell-wall I never found, nor can I discover that in 
Tmc.sipteris there is an essentially different construction from tliat in the 
other Lycopodineae. 

LYCOl'ODlEy\E. 


Lycopodium. Here, as in Selaginella, the wall of the sporangium 
apart from the tapetal cells consists usually of two cell-layers when ripe^ 
The majority of colls of the 
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outer layer of the wall, for 
example in Lycopodium cla¬ 
vatum, have an undulated 
outline, and possess thickened 
ridges at the points of bending 
of the cell-wall (Fig. 373, I). 

They recall the nature of the 
same cell-layer in the w’all of 
the microsporangia of many 
Coniferae, for example some 
Cupressineae. In the lower 
portion of the sporangium the 
cells are elongated, the thick¬ 
ened ridges frequently extend 
and join into half-hoops, and 
thus lead on to the character 
of the wall-cells in Lycopodium 
inundatum.for example, where the half-hoop-thickening is specially evident. 
The cells w-hich limit the line of separation approach more nearly rect¬ 
angular form. The statement of a recent author that there is in the 
Lycopodiales 'positively no contrivance for dehiscence, and no vestige of 
an annulus or stomium^' is incorrect. The stomium is quite evident, 
not only through the cells in the line of opening being differently con- 
structed-usually lower than are the others—but also by their behaviour 

inllZ' bas an increased numbed, for example in Lycopodnnn 

of the Sporophy.U nnd Sporan,ia of 
of longitudinal scctioni only.'''* probably the res’ult of .he examin.Mion 


I'JC. .^7.v Lycopodium clavaium. I, portion of the wall of 
sporangium m surface view; ^loniium. U. portion of wall 
of sMfangium in longitudmal section; j/, stomium-cells 
ra ^ from one another by the cut. the thickctiiniis of the wall 
cells are shaded. ^ 
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otherwise. I may shortly describe this in Lycopodium clavatum. If one 
adds phloroglucin to a surface-section such as that shown in Fig. 373, I’, 
the opening cells will appear as a red band which is easily visiWe to the 
naked eye. In the ordinary wall-cells here a it is the side-walls only which 
arc lignified, especially at the thickened portions. At the stomium^ the 
inner wall, to which the thickening may have spread, is also lignified. 
Doubtless this is of importance for the opening mechanism. An annulus 
is at any rate not specially formed. Almost all the cells of the wall of the 
sporangium by their structure bring it about that as they dry they cause 
movements which lead to the opening. 

The ejection of the spores has not been observed in isosporous 
Lycopodineae. I could only see in Lycopodium annotinum that in the 
wide-open sporangium when the sporangial wall dried the spores lay 
in a loose mass which projected somewhat, and the spores could then be 
carried away by the wind. This would be facilitated by the rolling back 
of the margins and the apices of the sporophylls. 

Selaginella. There are remarkable 
phenomena in this genus ^ In the first 
place there is a difference in structure be¬ 
tween microsporangia and megasporangia 
which is of importance for the physiology of 
propagation. Both kinds of sporangia open 
(Fig. 374). The megaspores as well as the 
microspores are ejected in the process of 
opening of the sporangium, the megaspores 
much further than the microspores. In 
Fig. 374 a megasporangium and a micro- 
sporangium are shown from the narrow side, 
both with the same slight magnification. They have split in two valves which 
do not reach to the base, and they also show two lateral lines of splitting 
(Fig- 374, ^ r). In the alveolar lower portion of the megasporangium there 
appears very evidently a stripe of cells passing out on each side from the 
stalk. This is the hinge, and it is composed of low thin-walled cells (Figs. 
375 , 37 ^) very different from the other cells of the wall. When the 
sporancrium opens the two valves bend out from one another with such 
force that the sporophyll is bent downwards, and then the four spores are 



> This was taken from a sporangium which was not quite ripe but possessed well-developed spores. 
« It is different, for example, in Lycopodium Selago. j 

distribution, because these have been expressly denied by R. Ison » ^ 

Development of the Sporophylls and Sporangia of Isoetes, m Botanical Gazet , {9 ) 
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suddenly thrown out. A surface-view of the sporangium shows that when 
this has taken place tlie whole sporangium has experienced a change in 
form. In this the lower portion of the sporangium plays an important role. 
As the process of drj’ing proceeds it bccomc.s narrower and longer, the 
convex outer walls endeavour to straighten themselves and approach one 
another (Fig. ^77, to the right), and this movement is rendered possible 
through the thin hinge-cells which are in consequence pushed outwards. 
During this movement the megasporcs are thrown out suddenly by it. In 
the microsporangium the formation of the hinge is only .slight. A com¬ 
parison of the two forms of sporangia shows very clearly how structure and 
function arc connected, and that this mcchani>m is much more developed 
in the megasporangium of Selaginclla as compared with Lycopodium. In 
the outlines of their structure 


the microsporangium of Scla- 
ginella and the sporangium of 
Lycopodium conform with 
one another, but the mega- 
sporangia of Selaginclla show 
a much greater specialization 
which is cvidentlj' of advan¬ 
tage and requires no further 
demonstration. 

Having in view tlic mul¬ 
tiplicity of forms in the spo¬ 
rangia of the Filicincae and 
their not always clear rela¬ 
tionships, it may be asked 
whether there is any relation 
between the manner of open¬ 
ing of the sporangium of the 
Lycopodineae and the con¬ 




Tic. 376. ScInginelU chr>'Si>caulos. C, in (ransverso 

section. The inner wall* layer not shonn. 


formation which it i>resents. This may be answered in the affirmative. 
The sporangia of the Ljxopodincac are either dorsivcntral or bilateral, 
and the opening takes place in such a way that the spore-masses can be 
most easily and most completely cleared out. We may compare the form 
of a sporangium in Lycopodium, if wc leave out of account the stalk, 
with a gold-purse: the opening runs along the length of the broad side! 
not across it. In the Psilotaceae, viufalis mutandis, wc have the same. 
It is clear that if the sporangia stand nearly upright the opening will be 
best along the apical line of the sporangium, for there it will best serve 
for the distribution of the spores. Where we find exceptions to this they 
demand an explanation. Two cases seem to be possible: either the de¬ 
viation IS a consequence of inner causes, that is to say without connexions 
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perceptible to us with the other relationships of configuration and life or 
these connexions do exist. We find such exceptions, for example,’ in 
Lycopodium inundatum and L. cemuum 

Lycopodium inundatum. I think this plant shows that the deviation 
in the he of the position of rupture is connected with the lie and conforma¬ 
tion of the sporangium-a result which is of special interest on account of the 
relationships which will be described in connexion with the sporangia of 
the Filicineae. The sporangia in Lycopodium inundatum are markedly 
dorsivcntral. Their upper side, which is turned to the flower-axis, is larger 
than the under side turned to the sporophyll. The upper side is not flat 
but has in the middle a projection, and is flattened from there towards the 



Fio. 5rr* Sclaginella enthropu^ limply m«jasporan;Httm : molsi in 10 the left, dry in Cgtife to the 

right, A’, A' ihcino xalw; O, C, hinge; r, r, fine* of split. 

sides. This conformation, as well as the lie, depends upon the pressure 
to which the sporangium is subjected by the sides of the two sporophylls 
which stand immediately above it. In consequence of this the sporangium 
comes to occupy a nearly horizontal position, and its upper side is closely 
covered by two indusium-like curtains, as each sporophyll has upon its 
under side an elongation which shows right and left a pit-like depression 
into which one half of a sporangium fits, and which is modelled m corre- 


* K.uirn«, tVesen der Faireoknater, l^iprig. iS^r- P- > 9 . renm^ed this. I do^ 
find, however. th.t the spomr.giom is spherical as Kanlfuss has it, or transv^ely ov^ ^te 
(Die Fampflanzen oder Gefassbiindelkryptogamen Dcatschlands, Osterreichs und Schw 
KaLh^?s Kryptogan,en.Hora, Leipzig.. S90. iii, P- Soo) has it, bat as .t is represented u> the text. 
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spondencc with the upper surface of the sporangium. The line of rupture 
lies now not along the apical edge of the sporangium ' but upon its muicr 
side (Fig. 37^), ^ind this corresponds with the conformation and lie of the 
sporangium, which, as has been shown, departs from the neai ly erect position 
of those in the other Lycopodineac and has a nearly horizontal lie. If the 


spdrophyll curves back towards the 
will be left free, and the sporan¬ 
gium opens here nearly in the 
middle of the free side, so that 
out of the longitudinal opening of 
the other Lycopodincac a cross¬ 
opening has been reached here. 
The upper side of the sporaugium 
is at the period of openiug still 
covered by the curtaius of the txoo 
sporophylls standing over it, for 
the emptying of the sporangia 
proceeds gradually from below 
upwards. VVe see then why it is 
that the sporangium is not opened 


outside the under side of the sporangium 

/ 



by a longitudinal slit but by a 
cross one. Really this cross-slit 
is only a long slit pushed down- 


I'k;. LvcAiMxliurninuii«ia(uiii. Sporani;ium in lofici. 
ludinal ^Kion. XUc point ot o|>?nintj, which iinJicatcdoy 
.1 lino across the lies ujion the undt c sldo, 

no( u|>oii the summit. Ma|*ni(jyil. 


wards. The displacement is an actual one, not merely a fancy, if we 

consider as the original the behaviour of the great majority of the Ly- 

copodineac, including Selaginella\Vc shall have to discuss the same 

problem in the case of the Kilicincae. but whilst in the Lj-copodineac. 

so far as we know, there is only a divergence in regard to the opening of 

the sporangia in two species, there is amongst the I'ilicinoae a much greater 
variation. 



EQUISETIXEAE. 


The distribution of the spores has been already described ''. The wall 
of the ripe sporangium is commonly but incorrectly represented as one¬ 
layered. I find it is—at least in Equisetum Telmatcia. and less strikin<TK' 
in Equisetum arvense—many-layered at the angles, but over large stretches 
the cell-layers have disappeared with the exception of the outermost This 
outermost layer shows very characteristic thickenings in the formation of 


‘ Thai is ihc one over ag.-iinst the sUlk. We do not discuss here the question whMh^r ■ . 

edge does not here coincide origin.illy with the position of rupture which is subseouem v^r 
upon the under side. Ucause this is of no significance for the point under 

L. cernuu^frathTr on?\£T";r " 

p. 576. ^ ^ * 
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‘ hgnified’ spirals or rings, which are occasionally double. The sporangium 
always opens upon the inner side by a longitudinal slit, and subsequently 
gapes widely. The opening is effected by an arrangement of cells ^ which 
are shorter than others of the wall, and have their long axis placed nearly 
at right angles to the line of opening. As these cells dry, they shorten in 

the direction of their long 
axis 2, so that a slit must 
occur. The formation of 
the slit upon the inner 
side makes possible the 
free movement of the 
sporangial wall outwards^, 
and it experiences besides 
a curvature making it con¬ 
cave upwards, so that the 
widely gaping opening is 
turned more downwards^. 

C. FJLICINEAE. 

I. Eusporangiate Fili- 

CINEAE. 

OPHIOCLOSSACEAE. 

Although the spo¬ 
rangia of Ophioglossum 
and Botrychium are out¬ 
wardly somewhat differ¬ 
ent, those of Ophioglossum 
being embedded in the 
tissue of the sporophyll, whilst those of Botrychium project freely beyond 
it, they are in structure and development essentially alike. In Botrychium 
the outermost cell-layer of the wall of the sporangia runs directly into the 
epidermis of the sporophyll. The sporangia project at theii origin only 

> See Leclerc du Sablon, Recherches sur la dissemination des spores dans les Crj-ptogames 
v.-»sculaircs, in Annales des sciences natnrelles, ser. 7, n (i885> The description of the sporangia 
of .Selaginella in this paper is incorrecL 

» Wc cannot discuss the peculiar mechanism of the opening of this and other sporangia, especially 
as views regarding it are not very definite. That the arrangement of the thickenings of 
whether .hie be%piral or ring like, the elongated fo™ „t the wnll-eells, mtd 
Shortening of the wall-cells in their long axis are connected with the opening is ^ 

be a comLn feature in the ‘ active' cells of the sporangia of all 

are so arranged that in drying a stronger deformation takes place m the tangential direction 
the radial. 

^ Analogous cases will be mentioned in the Filicineae. 

* Particularly well seen in Eqiiisetum arvense. 



Fic. 3"<). Botrychium Lunaria. Sr »fancium in loneitudinal sec¬ 
tion, showmg the sporogenous mass of cells surrounded oy the tapetal 
cells and the many-layered wall. From a photograph. 
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slightly above the surface of the sporophyll. The cells which lie under¬ 
neath the sporogenous tissue and which belong peculiarly to the sporopliyll 
push the sporangium, whose wall-la}-cr also experiences a considerable 
increase of growth, beyontl the sporoph) !!' (Fig. 37y)- A branch of a 
conducting bundle runs to each sporangium, and we ma>’ say that caclt of 
tlic sporangia of Botrychium is embedded in a branch of the sporophyll. 
The similarity with C>phioglossuin is seen also in the method of oj^ening, 
which takes place bj’ a longitudinal slit in the wall of the sporangium in 
a definitely determined po^ition. As in Opliioglossum there arc two scries 
of small cells, between which the separation occurs-. An ejection of 
the spores is impossible in Ophioglossum on account of the He of the 
sporangium. W’liclher it happens in Botrychium and Helinintiio^tachys 
is not known, and is, I think, improbable. In 1 Iclminthostach)‘s the 
sporangia open outwaids, and their conformation approaches the dor.^i- 
vcntral, inasmuch as the slit extends deeper downwards on the side of the 
sporangium which is turned away from the apc.x of the sporangiophorc. 
The lie of the sporangium resembles—but in a slight degree only—the 
hanging lie of the sporangium in Kquisetum. That this lie is not more 
expressed depends upon the looser position of the sporangiophores com¬ 
pared with the close-set sporophylls of Fquisetum. 


M.\K.\'m.\CE.\K. 


In this group the sporangia alwajs project above the suifacc of the 
sporophyll. In Angiopteris and Arcliangioptcris they arc free single 
sporangia which arc united together in a sorus. In the other genera we 
find sj'/iangia —structures with several sporifcrous chambers. W’c can 
regard the synangium either as the result of the concrescence of single 
spoiangia, if we consider lorms like Angiopteris as primitive, or as a single 
sporangium which has become chambered b>' the formation of sterile 
isolated portions between man>- sporogenous cell-masses. In speaking of 
the development of the sporangia we shall revert to tliis question, "and 
now will only shortly refer to the rclationsliips of the configuration of the 
synangium or sporangium to the function of distribution of spores. 

Dauaea. Kaulfussia. The synangia of Danaea and Kaulfussia arc 
built upon the principle of the pore-capsule, that is to say, each of the 
single chambers opens by a single pore, through which the spores arc 


pa!t oflL‘< spornngium even In that 

fnter^ltaLri th f h is a m.itter of moment for the 

belongs to the 

the lot al‘o 7 .h‘ sporophyll. In Helminthostachys it is in 

sporoph^;!?. ^ *P--i.-Pbore. which stands at nearly a r,ght angle to the long ai of the 
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gradually shaken out. Considering the whole structure of the synangium 
any other arrangement is scarcely possible h 

Marattia. ^ The chambers of the synangium in Maratlia arc not nearly 
circular, as in Kaulfussia, or connected together alt round, as in Danaea, but 
are in two rows separated from one another by a groove (Fig. 380). This 
gives the possibility that the whole synangium when ripe can break up 
into halves whilst each single chamber opens inwards. The position of 

opening is laid down beforehand. 

Angiopteris. In Angiopteris we find 
separate single sporangia, which are arranged 
in two rows as they arc in the synangium 

infrequently a sporangium 
stands at the end of the sorus before the 
two rows, and this gives us a transition to 
the arrangement in Kaulfussia. Each spo¬ 
rangium opens for itself, and the spores— 
according to observations upon Angiopteris 
cvccta—are ejected, although not very ener¬ 
getically. The emptied sporangia gape 
widely. The mechanism of the valvular open¬ 
ing requires further explanation Doubtless 
the antagonism between the cells whose inner 
and outer walls are thickened and ‘ lignified ’ 
and those whose walls remain unthickened 
plays a part. The thick-walled cells are 
found particularly at the apex and on the 
flanks of the sporangium, which is constructed 
as a markedly dorsiventral structure, as in 
all Marattiaccae. Whether now the opening 
is effected by the disappearance of the un- 
thickened cells has to be determined. At 
any rate one sporangium of Angiopteris 
corresponds Koonc chamber of the synangium 
Whether we are to reckon Angiopteris at the 
end or at the beginning of the series is at the present time a mere matter 
of opinion. Still, Angiopteris shows us the most specialized structure of 
the sporangial wall, and approaches in that feature the behaviour of the 
Leptosporangiate Filicineae, the Osmundaccac in particular, which other¬ 
wise stand nearest to the Eusporangiate Filicineae. 

* Sec the systematic works. Also Bower, Stu.iics in the Morphology of Spore-prodocing Members; 

III. Marattiaccae, in Phil* Trans., 1897. 

* The chambers extend deeper than the groove. 

^ See Bower, op. cit. 




Fig. 380. Marattia fraxinca. Synan¬ 
gium. Unpcrmosi fijjurc, closed and 
uevved of)li<|Uoly from above. Middle 
fij'U rr, open .*ind vievved from above. 
Lowermost figure, in transverse section. 
Ma^iGccl. Alter iiooker. 

of Marattia and Kaulfussia. 
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As regards the relationship of the direction of the opening of the 
sporangia to their lie, we obseiwc that in all the Maratiiaccac the point of 
opening lies upon tin- sitlc oj the spormh^iuin iunted away from the 
sporophylL The sporangia stand upon the under side of tlie sporoph)-ll, 
and the strong dorsiventral conformation of the sporangium, which deviates 
very greatly from that of the sporangium in Hotrychium, is evidently 
closely connected with the ‘endeavour’ of the sporangium to bring the 
point of opening into such a position. 

II. LEI'TOSI’OU.VNGI.VTL Filicine.ve 

The structure of the sporangia in this group is characteristic by the 
fact that the thickened cells which effect the opening of the sporangium 
and the scattering of the spores arc localized 
upon one part of the sporangial wall. They 
constitute an annulus, even where it has not the 
form of a ring, and they bring about, as the 
sporangium dries, movements which have as a 
result an energetic ejection of the spores. The 
arrangement of the cells of the annulus deter¬ 
mines not only the manner and method of the 
rupture of the sporangia, but is, as is well known, 
of systematic importance. For the details the 
systematic text-books may be consulted, and the 
elaborate exposition of the subject by Bower. 

Here I shall only bring forward a few examples 
bearing upon the question of whether the con- 

\ ^ t ..t* Afiffioiuofij* cNvcta- 

struction and lie of the annulus is one winch is I'pixr fmuri% portion o( a haf.pih 

•• fallen off. 

purely the result of mtern«'il factors^ or whether Kun^c. Lower ^po- 

• . . . . . ^ ranijia. MagiiififiJ. After I looker. 

we can discover relationships between its form 

and function. There are such relationships. It can be shown, at least in 
the eases which have been investigated, that the arrangement of the annulus 
is ‘purposeful,’ that is, stands in connexion with the form and lie of llie 
sporangium. The annulus is so arranged that the slit by which the sporan¬ 
gium opens is always towards the side ‘whence the distribution of the spores 
can proceed unhindered, to speak generally, to the outside—Wxe: ' outside ’ 
being differently placed according to the lie of the sporangium. There 
aie three chief methods of opening to be distinguished;—- 

I. By a slit transverse to the long axis of the sporangium. The 
annulus is vertical. In the great majority of Leptosporangiate Filicineae. 

» Exclnding the Salviniaccae and Marsili.iceac. See Itowcr, Studies in the Morphology of Spore- 
producing Members: IV. The Leptosporangiate Ferns, in Phil. Trans., 1899. 
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2. By a slit oblique to the long axis of the sporangium. The annulus 
IS oblique. Hymcnophylleae, Cyathcaccae, and allies. 

3. By a slit parallel with the long axis of the sporangium. The 

annulus is transverse or oblique. Glcicheniaceae, Schizaeaceae, Osmunda- 
ceae, Loxsoma. 


(l) SLIT TRANSVERSE TO THE LONG .AXIS OF THE SPORANCIU.M. 

ANNULUS VERTICAL. 

The sporangia are always independent of one another even if they stand 
in dense groups. They have usually long stalks' (Fig. 382, I), and they do 

not ripen together ^ The 
vertical annulus has there¬ 
fore free room for play. 
It stretches itself at first 
straight, bends then so that 
it is concave outwards— 
even so far that the two 
ends of the ring touch— 
springs back, and throws out 
the spores. Frequently on 
account of this the sporan¬ 
gium splits off at its base, 
as in Platycerium grande 
and Others. A definite posi¬ 
tion of rupture, the stoviiuniy 
is present. Frequently at 
this point there are flat cells 
with thickened walls, which 
may be designated as the 
seam-cells (Fig. 382, I, J, II 
and III, 5 ). Their function 
is to secure that the split 
takes place in a definite position^ and in a definite direction. Once the split 
has begun then the thin-walled cells behind the seam split through also. 
Through alternations of moisture and dryness this spring-like mechanism 
can be brou'ght into operation more than once. 



Fig. \ I, Flalvccfium "ramie. Rtipiurot] sporangium; /, 
scam<cells. 11, Ani'unia fraxinifolia. l*fiper portion ot a sporan^ 
f’iutti; annulus; S, $cam-cclU; 5V, stomium. Ill, Osmunda 
rcf’alis. Sporangium, not quite rip^, in transverse section; sio- 
mmm. IV. Moliria caffrorum. Sporangium seen from above; /?, 
annulus; Sf, stomium. All magnified. 


* This is not the case in Ccralopteris. 

^ See the striking example in I’olypodium obliqualum in Fig, 334. 

^ Professor Giesenhagen has been so good as to supply the figures 382, 3 , an 3 j ^ 
drawn from his own investigations. 
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(2) SLIT 015 HQUE TO THE I.ONO AXIS OF THE SPORANGIUM. 

ANNULUS OI5L1QUE. 

Trichomanes. Wc may take as an example of this Trichomanes. Its 
sporangia are distributed radially on an elongated placenta, upon which they 

arise in basipetal serial succession (Fig. 

The sporangia have only a voy short stalk 
(Fig- 3^4). their long axis is oblique to the 
placenta, and the)’ cover one another imbri- 
catel)’. A glance at Fig. 3S3 shows that the 
annulus lies in such a position that it has free 
room for play, because it runs obliquely to the 
jpS^LMH long axis of the sporangium. The position of 

the slit is found near the base of the sporan- 
gium, and the annulus becomes detached 
point and takes with it the greater part 
of the sporangial wall, and the spores also. 
The annulus bends first of all to the side of 
fflF I the sporangium which lies over against the 




-(tBt 

li# 








Fic. Trichomanes tcncnim. ( 

Sorys in surface • view; ihc placenta 

bearinj; radially distriboted sporangia FlC. ^^84. Trichomanes tencruni. I, sporangium seen from 

issues from the two-lobcd l>caker-]use the side. II, portion of the placenta in longitudinal section 

indusium. The annulus is visible on the with two sporangia; the annulus is tisible above and below 

several sporangia. Slightly magnitiod. each. I, magnified. 

position of rupture, and this tears off the sporangial wall right and left of 
the annulus, then it springs back, the whole sporangium is torn off. and the 
spores are thrown out. This is what occurs in Trichomanes tencrum. 
Atkinson’s statement ‘that the spores in the Hymenophyllaccac arc not 
very effectively dispersed’ is incorrect'. We have here one of the most 

* Atkinson, The Biology of Ferns, p. 72. The lie of the annulus of the Hymenophyllacc.ie is 
mcorrcctly given there. It is not horizontal but oblique. Bower shows it correctly. The ring 
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perfect mechanisms amongst the Filicineae, for the sporangia seated on the 
long placenta, where moisture can be retained between them are shot free 
one after another at short intervals until finally the placenta is quite freed 
from them or only solitary sporangia remain occasionally upon it. The 
spores of the Hymenophyllaceae often germinate within the sporangia, but 
this is by no means the normal behaviour, and only occurs apparently if 
during long periods of rain there has been no opportunity for their drying h 
So soon, however, as a short dry period begins the numerous ripe sporangia 
shoot out their spores in all the greater number. 

Alsophila. The cyatheaceous Alsophila shows the same connexion 
of the lie of the annulus with that of the sporangium in the sorus. The 
species examined was Alsophila Leichardtiana. 

Plagiogyria. The genus Plagiogyria, which up till now has been placed 
amongst the Polypodiaceae, but which at the same time has an oblique 
annulus, docs not show the same imbrication of the sporangia as the 

Hymenophyllaceae and Also¬ 
phila. The sporangium is from 
the first unilateral and shortly 
stalked, and the sporangia stand 
close together. 


(3) SLIT LONGITUDINAL. ANNULUS 
TRANSVERSE OR OBLIQUE. 

OSMUNDACEAE. (FigS.382, 
III; 385, I, II; 386, II, III.) 
The sporangia stand all round 
the sporophyll in a somewhat 
loose manner in Osmunda. A surface view of a group of sporangia shows 
(Fig. 385, I) that the place of rupture is here everywhere upon the side of 
the sporangium turned away from the sporophyll so that in those which 
are found upon the under side it is directed downwards, in those which stand 
upon the edge it is directed outwards The annulus, on the other hand, 
shows no different orientation. It is formed by a plate of cells which lie 



Fig. 3H5. OsrnuntU regalis. I, sporangia iVi st/u seen from 
aLovu ; A^, leafnierve. The annulus is indicated by a black 
spot. (I.oncof the dorsivcntral sporangia in profile; annulus. 
Ill, Gleklienia circinat.i. Sorus seen from aoove. Tne dotted 
lines indicate the lines of rupture. 


extends upon the one side (Fig. 384, I, to the right below) over the point of the insertion of the 
sporangium, but not upon the other which is the side of the opening. In consequence of this we 

have the movement described. 

‘ That the spon-ingi.! .ire able, owing to their density, to retain between them water on the exposed 
placenta is of importance for the spores which do not bear a long drought; besides this brings it 
about that the sporangia dry from above downwards, and their spores are gradually thrown out, not 
all .at once. In the moist stations which are inhabited by the Hymenophyllaceae it is important that 
every dry period should be used for copious sporc-dlstribution. Evidently the arrangement of the 

sporangia is connected with this. 

* This is true also for the microsporangia of the Cyc.adaceae. 

’ None of these marginal sporangia is represented in the figure. 
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upon one side of the dorsivcntral sporangium. In my view this annulus lies 
immediately under the apex of the sporangium, but is displaced on account 
of the unilateral development of the sporangium (Fig. 385, II. <?), and lies 
then not over against the stalk but laterally. There is a .similar di.splace- 
ment in Lygodium. The place of opening is marked by lower cells, as is 
shown by a section taken at right angles to the stalk (Fig>. 1 II. j ; 386. 
II). The plate of the annulus in drj-ing ‘ endeavours ’ to become concave 
outwardly, and this is facilit.itcd by the conformation of the cells, by the 
oblique position of their cros.s-walls, or by their cross-walls being somewhat 
thin in the middle—an arrangement which brings about an approach of the 
thickened longitudinal walls '. By the throwing back of the sporangial 
valves the spores are thrown out. 

Gleicheniackai:. In the Glcichcniaceac also the lie of the sporangium 
is connected with that of the annulus (I'ig. 383, III), and the line of rupture 
is upon the side of the sporangium turned away from the ,'^i)oroph\ ll, as it 
is in Osnumdaccae. The annulus has really the form of an incomplete 
ring which has a somewhat oblique, nearly transverse, direction to the 
long axis of the sporangium below its apex. It is very evident here that 
the lie of the annulus is only a ■ means to an end,’ that is to .say, it hinges 
upon the lie of the line of rupture. The annulus would have freer play if 
the position of rupture were to lie turned towards the sporophyll, but such 
a lie would prejudice the distribution of the spore.s. 

SCHIZAE.\CEAE. (Figs. 382, II. IV; 386. I; 387; 388; 389; 390.) 
The Schizaeaceac show analogous cases. The annulus is generally trans¬ 
verse beneath the apex of the sporangium, and the sporangium opens by 
a longitudinal slit which is turned outwards. ‘Outwards’ has here, as 
elsewhere, a different significance in different cases, as will be pointed out 
in the several genera. 

Mohria. In this genus the sporangia have a short stalk and sit upon 
the under side of the sporophyll at nearly a right angle. They arc con¬ 
sequently less markedly dorsiventral than in other genera, and the point of 
rupture I found to be directed always towards the margin of the leaf. 

Schizaea. Aneimia. The .sporangia in these genera are oblique to 
the sporophyll, and the point of rupture looks outwards (Fig. 387), conse¬ 
quently the sporangia are on this outer side somewhat swollen, and In their 


Schwl r’u r Gcftssbundelkryptosam.n Do.Uschla.uis, Osterrdchs vmd der 

the croi wal A r 1' Lcipzij;. ,890, iii. Figs. 35. .^ 6 . represents ..Imost nil 

rnnir K ^ tra.wversc. I have not seen such cases. Only occasionally were the walls 

St .nt W, investigated. In Osmunda there is formed in the vicinity of the annulus. 

Sclaginel1a.\nd\i:i; "cilitLT.hl Ltwar^ ^vSer^nh^siSThL 
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whole external conformation markedly dorsiventral. The point of rupture 
IS very clearly constructed (Fig. 386, I). ^ 

Lygodium. The most interesting relationships in the Schizaeaceae 
aie,hov ever found m Lygodium, where the sporangia stand singly enclosed 
m pockets (Fig. 388), and directed so that the annulus is oblique towards 
the under side'. Docs this change in conformation of the sporangium 

any connexion with the 

scattering of the spores? It is most remarkable that this question has 
nowhere been discussed in descriptions of Lygodium. Even the method 
of rupturing is often incorrectly given In reality this conformation 
secures under the given conditions the best distribution of the spores. Given 
the position of the annulus, longitudinal dehiscence, and the indlisial pocket 




Fig. I, Anciinia roturnli* 

folio. Line of rupture of the spo- 
ronijiuin In traf>svcr?i«' ^eciion. 
] i, 0>munf)a C ells of (hi* 

annulus in transvcrsi* sretion. 
\\\, Tode n harhara. Cells of the 
annuluN in surface • view. All 
magnified. 




FiG- Anelmia to- 
mentosa. UppiT fi^'urc: 
(ip of a sporan^if^rous 
pinnule. Lower figuri*: 
sporangium seen from 
(hr side of rupture. Ma^- 
niUed. After Franll. 



Fig. L)vodium mkrophyllum. 

Portion of a fertile IcaMohe seen from 
Ih*]ow. Four sporangia. The indusium 
removed from the* two lower ones. The 
ts^o upper oncsfccn through (he indusium, 
/d; A, position of annulus; I/, undensur* 
lace ol indusial pocket. 


in \\hich the sporangium lies. This pocket consists of two parts ^ one, the 
indusium proper springing from the under side of the leaf, and one the leaf- 


* The lodg Axis of the sporangium, however, does not lie as it is figured by Prantl, and in many 
other figures, in the plane of (he sporophylls but it forms with the short stalk an angle of 90®. 

^ Thus Lucfsscn, Handbuch tier systcmalischeii Botanik, Leipzig, 1S79, p. 570, Fig. 146, Ay says 
that the sporangium opens by a longitudinal slit tiirnetl towards the under half cf the indusiwn, 

3 Prantl has represented the whole indusial pocket as a single indusium, because it arises as 
a crescentic wall beneath the sporangium which is laid down on the margin. I do not think that 
wc have here anything but what is found in Schizaca and a number of species of Ancimia where the 
sporangia laid down upon the margin arc displaced to the under side by a growth of the upper surface 
of the icaf Coincident with this outgrowth the indusium is formed upon the under side. Prantl s 
explanation, inlluenccd evidently by a desire to find an analogy with the formation of the integumeat 
of the ovule, must assume a complex concrescence of the indusium, whilst the explanation gt\en 
above seems to me to find the relationship without any strain. 
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surface into which the inJusiuni passes over. The free margin of the 
indusial pocket lies directed obliquely downwards, and so docs the point 
of rupture of the sporangium (I'ig. '’.SK). The annulus opens wide when 
ripe, aixl in th at way prC'ses outwards the under half of the indusial pocket, 
.ind this is made possible by the annulus occupying the position where the 
indusium pri>jccts ficcl>- beyond the leaf-surface and where a movement can 
proceed unicstiaincd (Fig. f). The configuration of the sporangium 
has tliercfore the most intim.Uc connexion with its lie. Were the annulus 
to lie above instead of below in the indusial pocket the exit of the spores 
would be essentially hindered, as a twisting or movement of the indusium 
at this point where it joins the leaf-surface is scarcely po.ssible. The great 
elongation of the outer side of the sporangium (Fig. 3X9), which leads to 
a bending of the sporangium through 90*, brings the annulus, according 


to our explanation, into the most suitable place for 
its function ; at the same time we must point out 
that the peculiar growth of the sporangium is only 
an exaggeration of the behaviour which is found in 
Anciniia, and that here also the outer side of the 
sporangium is more strongly developed than is the 
inner side. The ‘ disposition' to dorsiventral de¬ 
velopment of the sporangia which exists in the 
whole group reaches an extreme in Lygodium. 



Fk:. Lyi>o(liuii) joponi- 
cum- S|>or.in^ium. 

After Ptaml. 


The great protection afforded to the sporangium in this genus by its 
inclusion within an indusial pocket evidently is connected with the climbing 
habit of the plant. The leaves climb far up into the shrubs*. The fertile 
leaf-pinnae (Fig. 390) arc only formed in the uppermost part. Climbing- 
leaves are relatively very much exposed, and with this the marked pro¬ 
tection of the sporangia corresponds. 


The different lie of the annulus of the sporangia of the Filicineae wliich has just 
been tlepicted m.ay give rise to pliyleiic speculations. Has a ‘ displacement ’ of the 
annulus taken place or not in the several groups? I do not think that at the present 
lime we have a sufficient number of facts to warrant an answer to the question. We 
should have this if we could prove that starling from a definite wdl-differaiHated foiin 
others have arisen by its transformation. Such a transformation is found in many 
cases wliere there has been a change 0/function, but more frequently it would seem 
that the ‘ capacity for development ’ belonging to the construction of the protoplasm 
has under the influence of external or internal formative stimuli unfolded from the 
outset m different directions. If we assume a * primitive sporangium ’ we do not require 


This IS effected in two ways:-(i) by twining leaf-spindles, (j) by scrambling-pinnae. In 
Uygodium japon.cum, for example (Fig. 390). the apex of the ieaf-pinnae of the first order is usually 
undeveloped, whilst the two lower pinnae of the second order are well developed, sund out far, and 
act as scrambling-organs. The circinate persistent vegetative point of the pinnae of the first order 
may, however, resume its growth. The case resembles that of the GlcichenUceae (sec p. 318). 
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to ascribe to it a definite lie of 








I' lG. ^90. Lvgodium j;^»onicum. Cen* 
tr.il 5 ((ure &hnws hahit. The leaves arise 
from a horiionlal creeping rhizome. Only 
a portion of one leal is ^hown. On the 
rhachis is a branched pinna of the first 
onli'f. It has two pinnae of I he second 
order between whicli is the undeveloped 
persistent apex. The pinna to the left is 
represented complete, that to the right has 
only its rhachis. Figure to the right below 
shows a fcnile lea Net. U is much more 
branched than the sterile leaflet of the same 
order and shows the indusial pockets. 
Reduced. After Christ. 


the annulus, but only ihe capacity of thickening the 
wall-cells in greater or less number in relation to 
the lie of the sporangium and so to construct an 
opening apparatus. Whether one therefore will 
start from sporangia which still want a thickening 
of their wall, as, for e.\ample, those sometimes oc¬ 
curring in Ceratopteris, or from a form of spo¬ 
rangium like that of Lycopodium in which the 
majority of the wall-cells are ‘ active,’ appears to 
be of no great moment. What should be here 
laid stress upon is that a sporangium of Hymeno- 
phyllum, for example, never required to have pos¬ 
sessed another lie of its annulus than that which 
we now find. To assume a displacement of it 
would only be justified if we had ground for the 
further assumption that the lie and configuration 
of the sporangium were different at an early period. 
A displacement of the point of rupture of the 
sporangia is probable as we have seen in Lyco¬ 
podium inundatum, but in Lygodium we have a 
case which shows how within one cycle of affinity 
after the lie of the annulus is once fixed the whole 
configuration of the sporangium is adapted to the 
work of distribution of the spores. We could 
prove that the divergences in the conformation of 
its sporangium from the allied forms is conditioned 
on the one hand by its pocket-like envelope, and 
on the other hand by the once given lie of the 
annulus. Lygodium appears to be not a primitive 
but a greatly changed form of the Schizaeaceae. 

There is still another side of the question as 
to the significance of the lie of the annulus in 
the Filicineae which must be touched upon here. 

I have elsewhere briefly shown’ that the lie of the 
annulus in the fern-sporangium should not be re¬ 
garded as a character of adaptation. Tiiis view 
I still hold although it appears to stand in oppo¬ 
sition to what has been brought forward above. 
It is evident that the arrangement of the annulus 
has the closest connexion with the whole con¬ 
figuration of the sporangium on the one hand and 
with its lie upon the other, and that under the 


• Goebel, Ober Studium und Auffassung dcr Anpassungscrschcinungcn bei Pflanicn, Munchen 
1898, p. *3. 
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ffiven relationships it is a puiposeful one. But the purpose cannot of itself explain why 
the work of opening of the sporangium and the distribution of the spores is performed 
in such di^'crunt ivajs. The sporangium of Osmunda would function well with an 
annulus of the Gleicheniaceae or of the Schizaeaceae. \Ve have liere as everywhere 
to consider the 'inner constitution ' of the plant on the one hand and its aim on the 
other. What we can prove sometimes in a number of sporangia is the connexion ol 
the lie and the conformation of the >porangium with its manner of opening. In all 
other questions we have only to do with hypotheses. 


The structure of the sporangial wall is extremely constant in the cliffei cnt 
forms of Ptcridophyta, yet there arc species where there are variations. 

Ceratopteris. The most striking example is Ccratopteris, in which 
all stages occur, from that of a complete vertical annulus to that of entire 
ab.scnce ofannulush In an example which I gathered in British Guiana- 
thc annulus consisted of usually five or six cells, but in the rest of the 
sporangial wall it was not developed. Such a rudimentary annulus can 
scarcely be of importance in the distribution of the spores. The cause of 
this variation is unknown, but biologically wc can understand that the 
annulus might disappear in a fern which floats upon the water, and whicli 
would not need to scatter its spores as these would be readily carried by 
currents in the water. Besides Ceratopteris, on account of its rich asexual 
propagation, is loss dependent upon the distribution of spores than most 
other ferns. This phenomenon requires, however, a more close investiga¬ 
tion, because the connexion of the lie of the annulus with the configuration 
of the spores is somewhat obscure in the sporangia of Ccratopteris. In its 
structure also the annulus diverges fiom that of the Polypodiaccac—it 
consists of very many low and broad cells. When the si)orangium opens 
only few spores are thrown out, most of the .spores remain behind in the 
s[)orangium ^ and this fact again leads us to the view that the sporc- 
di.stribution proceeds here in a manner .somewhat different from that which 
is observed in ordinary land-ferns. 


Ill 

DEVELOPMENT OK THE SPORANGIUM 

The history of development has shown us that sporangia run thi ough 
a course of development which in its main features is much alike in all. 

' See Hooker, Species Filicum, London, 1858, ii, p. jjo. 

* This form, which was described by Hooker and Grcvillc, leones F'ilicum, Taf 97, as I’.arkeria 
pteridioides, is very difTercnt from the pknt cultivated in our plant-houses, at least I have never been 
able to obtain from the latter the flo.ating form with massive swollen leaf-stalks which I gathered in 
British Guiana. Whetlier or no there is a connexion has still to be proved experimentally. I do 
not know that simitar forms have been described from other tropical countries, and perhaps in South 
America a special ‘ phy^iologicaI race' of this fern has developed. 

Readily seen on examining a sporopbyll in the inverted position. 
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In the first place it is characteristic that all the spores, as in the Ihj-ophyta. 
proceed from sporocytes which, with reduction of the number of chromo¬ 
somes, divide into four daughter-cells. This is also the case in tlic 
microsporangia of the Spermophyta, whose development therefore can be 
treated of in this place also. In the megasporangia of the Spermophyta 
peculiar relationships arise which demand a special treatment. 

The sporangium at a middle .stage of development consists of a wall 
composed of a number of cell-layers, the number varying in different 
cases’; of an inner tissue whose cells arc densely filled with protoplasm and 
later form the sporocytes—the sporogenons cell-mass ; and of one or more 
cell-layers of characteristic aspect which envelop the sporogenous cell-mass 

and lie below the wall—the 
tapctal cells which together 
constitute the tapcUm. 

The significance of the ta- 
petum is nutritive. It furnishes 
the .sporocytes with plastic 
material, especially what is re¬ 
quired at a later period for the 
construction of the outer spore- 
membranes. It appears that 
we may distinguish two kinds 
of tapetum between which, 
however, there arc a number 
of transitions:— 

j. Plasmodial tapetum, in 
which the wall of the tapctal 
cells is broken down; its plasm 
along with the nuclei, which arc often fragmented, wanders between the 
isolated sporocytes, or their daughter-celLs, and is by them used up. The 
Filicincae (Fig. 379), Kqui.setum, and the microsporangia of the Spermo¬ 
phyta (Figs. 391, 392) have typically a plasmodial tapetum. 

2. Sccrction-tapctuvi, in which the tapetal cells remain until the 
ripening of the .spores, but they excrete evidently soluble substances which 
are used by the sporocytes, and they have, as elsewhere, the function of 
supplying the sporangium-wall with plastic material in an available foim. 
The sporangia of the Lycopodineae, and especially that of Selaginclla 
(I'ig. 394) and Isoetcs^. have a secretion-tapetum. 



Fk'i. Sympliytuin officinal^'. Portion o( anther with 

nncrospoianj^iuin in transverse section. Sporogenous 
in the ]iii<tdlc, its cells liavini; lar^c nuclei: /, tapetum; c, epi¬ 
dermis: outer parietal layer nliich forms emiothccium; 

< ninprcsHMl inner parietal layer. 


> If tlic sporangial wall is inany-Iayertd, wc Jc^gnate in whal follow, the cells which lie under ihe 

outcrmo>i layer and ontudi (he ia/idufn as the parietal ^ • 

" See Kilting, Ban- und Hnlvvicklungsgcschichle der Makrosporen von Isoctes und Selaginclla, in 

BotanUche Zeitung, Iviii (1900), p. 107. 
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Apart from the ease of Isoctes this grouping conforms with the 
arrangement in the Ptericlophyta 

The idea of the tapetal cells is not morpItologic.il', but is onlj' 
functional In correspondence with this the origin of the tapetum is 
not uniform. Where the sporogenous cell-mass rc.ichcs a larger size there 
arc frequently arrangements w hich make possible a more profuse supply of 
food-material. These arc— 

{(j) an incre.asc in surface of the sporogenous cell-mass. This is the 
case in the sporangia of Lycopodium clavatum and I., annotinum. for 
example, as well as in the microsporangia of nian\- Angiosperinac, where 
the sporogenous cell-mass becomes curved, and thus comes in contact with 
many sterile cclLs. cs[>ecially at its base (Fig. : 

(/;) individual cell>, or in extreme ca?.cs many celU, or a cell-complex 
of the ccll-mas.s, become sterile .uul serve to supply fooil-mateii.il to the 
furtilc ones^. Isoetes supplies the most striking case of this. Its large 
liroad .sporangia are traversed bj’ trabccitlac of sterile tissue. 1 heir appear- 
.mce is casilj’ uiulerstandablc on account of the size of the sporangium. 
They serve to bring lunirishment to the sporogenous cell-, and they also 
f.icilitatc by their intercellular sp.aces the exchange of gases. Bower has 
shown that similar ai rangements exist in Lcpidodcndion. He also found 
iircgularly arranged 'terile ccll.s in the sporogenous tissue of Ivquisetum, 
Tmesipteris. and I’silotum, as well as in Oi)hioglossum, where Rostowzcw 
had also found itThese eases recall that of the llc[)alicae. 'I he micro- 
siiorangia of many S(>crmophj-ta show similar arrangements*'. In some of 
the Onagraricac the microspoiangia arc penetrated by plates of tissue ; in 
X’iscum, Rhizopliora (Fig. '^^3), and others, the fertile cells in the anthers 
.lie limited to i.solated groups. 

Tin; Archi'.sioKIUM. The origin of the sporogenous cell-ma.ss has 
given rise in recent )-cars to a series of investigations cspeciall)' directed to 
the solution of the question whether this could be traced back to a single 
cell, cell-row, or ccll-la)-cr, which in the very young stages of the sporangial 
development is marked out by a rich protoplasmic content, and which 
produces by divisions the sporogenous cells. These primitive .sporocytes 
have been called the archcsporiuuH. 


' See i;.*, footnote 5. 

y\s recent authors like Konikkc h.avc inainlaincd in the ovule of the An.^iosiieriiiac. 

Goebel. Verglciehcnde Eniwickhing-ycschichtc <kT Plhnr.cnorganc, in Schenk’s llan<ll>nch tier 
llotanik, iii (1SS4). p. ’84. 

‘ ith reg.nrd to the connexion between configuration of this sporogenous cell-mas>. ami its 
milrilion, see Goebel, On the Simplest Form of Moss, in Annals of Hotany, vi 1892"), p. 356. 

In Ophioglossiim pedunculosum .and liquisetum arvense I euuld only lind a pl.asmodial tapetum, 
no sterilized sporogenous cells. 

‘ ^ee p. 554. 

f .oebcl, Dcitrage zur vergicichcndcn Kntwicklnngsgeschichtcder Sporangien, in Botanisehe/eitung, 
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Strabburger’ has recently pointed out that the centre of gravity of the process of 
development wliich lakes place in the sporangium does not lie in the archesporium, 
but that the new generation starts from the sporocytes, as in their division a reduction 
ol chromosomes takes place whicii is accompanied by the separation of these cells from 
their condition of a tissue. Certain is it, however, that the centre of gravity of the 
development does not lie in any one stage, and on this ground one cannot speak of 
a ■ centre of gravity’ in the process of development. We have before us a series of 
definite processes following one upon the other which in the case under consideration 
lead up to the formation of spores. That in these the changes in the nuclear division 
appear to us to be the most striking is in part certainly a consequence only of the 
imperfection of our methods of investigation. We may with truth say that in the 
protoplasm itself there are changes occurring, and indeed not suddenly but gradually, 
and these express themselves in my view in the development of the sporogenous tissue 



FiC. ^gi. Knautia arv.nsis. Aniher in transv. rse »rclion. i. youi.j-ci 
• he micVosporocvlis. has already divided into four daujrliter cHls. /. |" * •'»'« "’•'"y 

n \ u,s, parietal l.iyerv, of which « Womes compressed, and r forms ihu fibrous parietal layer or emlotbcnum , 

vascular cylinder. 


out of the archesporium. That the archesporium has a different quality from the rest of 
the tissue will be shown when we speak of apospory. Moreover the aim of comparative 
investigation of the sporangia is the ‘proof’ of the homology of the development 
in the whole series of sporangia'^’—a proof which remains established even if the 
differentiation of the archesporium is not everywhere so early as it is m some cases. 


xKXviii (1880); xxxix (1881): id., Vergleichciidc lintwiukhingsgescliichte der I'llanzenorgai.e, m 

.Schenk’s HandbuchdcrKotanik.iii (1884), p..t 84 - t r.. hicterv of 

1 Strasburger, The Periodic Reduction of the Number of Chromosomes in the L.fc-history ol 

LivingOrganisms. in Annals of Bot.-my,viii( 1894). i,-. H«ndhnch dcr 

» O^oebel. Verglcichendc EntwickUmgsgeschichte der Pflanzenorgane. m Schenks Handbuch 
Uotaiiik, iii (1884), p. 384- footnote 2. 
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(^) MiCROSrORANCIA OF THE ANGIOSPERM \E. 

Warming ‘ has shown that the archcsporium, as well as the wall-layers 
which subsequently surround the sporogenous tissue, proceed from a 
hypodermal cell-row or cell-layer. At each of the four angles of the 
anther a hypodermal cell-row or cell-layer divides by periclinal walls 
(Pig. 393, a). Of the cells thus produced the inner give rise to the 
archesporitim, the outer form the primary tapctal layer, the cells of which 
now divide further by periclinal walls, and the innermost layer of cells so 
formed becomes later tapctnm (Figs. 391, /, 392, /). its cells arc tapctal 
cells, and this layer is completed on the inner side of the archcsporium by 
other tapetum-cells which arc furnished by the cells limiting it there. The 
process which in all details corresponds to that in the sporangia in the 
Pteridophyta is made clear by a comparison of the figures. 



Fig. Hyoscyamus albus. l, .anlhcr in transierse section ; g/, vascular bundle of the connecllve. eo. The 

f^rt^pftous sho*n in fhc four microsporan^ia ; ^/, sterile tissue within the sporogenous ce II-m assess the 

pJacvntoids of Chaim. 3, scheme of young anther in transverse section; 4, archcsporium: x, primarv tapeul 
layer; /.epidermis. ^ ^ 


Hyoscyamus. In Hyoscyamus (Fig.-393, 2) the archcsporium shows on 
transverse section a cell-row. The sporogenous tissue which proceeds from 
this is not very large. It is composed only of two cell-layer.s, and is curved 
in a horse-shoe shape, so that the tissue of the stamen is pushed into the 
pollen-sac. These portions of staniinal tissue have been called by Chatin 
placentoids, but they have really nothing in common with the placenta. 

Symphytum officinale. In Symphytum (Fig. 391) the sporogenous 
tissue is much greater in amount. It proceeds here from a cell-layer which 
in transverse section consists of only a few cells-. 

Kuautia arvensis. There arc also cases in which the archesporial cells 
become directly sporocytes. VVe find this in Knautia arvensis (Fig. 392). 
The archcsporium is here a cell-row. The cells double themselves in some 


0873™*"^’ PMlome und Kanlome, in Hanstein’s Bolanische Abbandhmg, 


See Wanning, op. dt., Taf. iii. Figs, j- 8 , representing Symphytum orientale. 
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pollcn-sacs by one—seldom two—longitudinal walls (Fig. 392, i, below), 
and the cells of the two rows which thus arise become now sporocytes’ 
In other cases (Fig. 392. 2) this division does not take place, and the 
archesporial cells directly become the ^-porocytes. 

The outer envelope of the pollen-sac is formed of four cell-rows in 
I-ig. 392, I the tapetal cells, /, two parietal layers, u, z, and the epidermis. 
The outer tapetal cells and parietal cells have proceeded from the division 


of one layer of cells—the primary tapetal layer —this origin is still 
evident. The inner of the two parietal layers, after sharing at first in 
the conduction of plastic material to the sporogenous cell-mass, is sub- 
.scquently compressed by the tapetal cclks, which, as Fig. 392, 2, shows, 
enlarge greatly. The outer parietal layer forms here as in many other 
pollen-sacs the fibrous cell-layer of the anthcr--thc cndothccium. The 
walls of the cells of the cndothccium have fibrous thickening upon their 
inner side. They are the ‘active’ cells, and in the process of drying 
a tension arises which ruptures the anther-tvall at its weakest position, 
which is opposite the septum .separating the two pollen-sacs of one anther- 
half. The separation-wall consisting of many cell-layers has been dcstro) cd 
earlier cither entirely or only in its lower part. The tapetal cells arc also 
here dissolved about the same time that the young pollen-grains become 
isolated. First of all there is usually a multiplication of the cell-nuclei 
within them (I'ig. 392. 2) which is the result of fragmentation, according to 
Strasburger. The protoplasm of the tapetal cells is used up by the growing 
pollen-grains. 


A doubt remains as to the first differentiation of the archesporium in some of the 
plants investigated by Warming, for example Zannicbeliia, Gladiolus, Ornithogaium, 
Kunkia ovala, Eschscliolizia cahfornica, Tropaeolum. It is possible that sometimes 
more than one cell-layer is employed in forming the archesporium, at least Warming 
gives this behaviour in the case of Tropaeolum. Yet it seems to me that according 
to his figures this case also can be traced b.ack to the ordinary scheme, especially if one 
assumes that in the archesporium very irregularly directed division-walls appear. 


[b) SrORANtilA 01 - Till-; Pteridophyta. 

Like diffcrence.s with regard to the sharp differentiation of the arche¬ 
sporium are found among.st the Pteridophyta. A sporangium of a medium 
development in Sclaginclla, such as is reprc-scntcd in Fig. 394. shows clearly 
that it corresponds throughout with the like stage of development of a 
inicrosporangium in Angiospcrmac. Above and to the left is a longitudinal 
.section through a young sporangium; a is an archesporial cell'; ^ is the 
first tapetal cell which is given off from the archesporium. The wall of 
the sporangium becomes later two-layered by division. 

' As a ni.Htcr of fact there .arc many archesporial cells side by side owiny to the flat conformatiori 
of the sporangium, and this can be seen in a tangential section. 
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According to Bower ‘ the separation of the wail from the archcs|)orium does not 
lake place so early as I had as>umetr'. l)ui the cell,/, proceeds from the division 
of the outer cell, and it itself shares in ilie formation of the sporogcnous cell-mass. 
?lc also says the limitation of the archesporium is frequently less sharp than I sup¬ 
posed. He thinks that in Kquisetum arveiise and Isoeles, for example, sporogcnous 
cells can be furnished by those which I had consitlered as the priinordium of the 
wall of the sporangium. That the wall can be differenliated at a relatively late 
period from the sporogcnous cells I had already shown in the case of Ophioglossum, 
and according to Bower's investigations this occurs elsewhere. A variation in the 
formation of the sporogcnous cells is found also in the Musci; cells of the columella 
may occasionally be fertile even in the Musci which have a sliarply <iilTerentiated 
archesporium, and it seem> to me 
that the question whether the arche¬ 
sporium may be differentiated earlier 
or later has no fundamental import¬ 
ance. evidently both cases may occur. 

Absolute rules arc never found in 
relation to organisms. 

So far as I can see the simidest 
expression of the far is regarding the 
first inception of the sporangia is 
this: the essential content of the 
sporangium—the sporogcnous cell- 
mass + sporangial wall — can be 
traced back to a superficial cell, cell- 
row, or cell-mass. This divides by 
periclinal walls. In this way the pri- 
mordia of the wall and sporogcnous cell-mass arc separated, but the outer cells or 
cell-layer may also share in the increase of the sporogcnous mass, and the wall then is 
only later differentiated. One might then designate as archesporium that superficial 
cell-row or cell-layer which earlier or later gives oft' sterile cells, whilst in the sporangia 
of the Angiospermae the archesporium is a layer lying under die already differentiated 
epidermis, and upon this would depend tlie above-mentioned differences in the 
structure of the wall within the Ptcridophyta and the Gymnospermae on the one 
hand and the Angiospermae on the other 





Fig. <44, «'! and S<*la;*inrlla ant{ 

old sporan|*ium in lun;*i(udinal soction. <1, .\rclic»|>oriuin» 
^lla<lct^ if> nil : /, Mpetuin; /. <\ C qph**.l Zim* 

t urn. Nuitdlus of o\ulo in lon};ilu<liiial hcchon. C'. alter 
ohnsson. 


‘Bower, SiQclies in the Morphology of Spore-producing Members: I. K<|iiis.-tineAC and I.yco- 
podineae, in Phil. Iraiis., 1S94 ; II. Dphioglos-'nceac, London, 1896; HI. Maialtiaceac, in Phil. 
Irans., 1897: IV. Leptosporangiaie Ferns, in i’hil. Trans., 1899. 

f '"'^Sleichende Enlwicklungsgeschichtc der Pflanzenorgane. in Schenk’s Ilandbucli der 

otanik, 111 (1884). I have not myself examined into this ejuestion anew, and therefore refer only 
to the very thorough investigations of Bower, which have fre.iucnlly complcteil and partly correctcil 
my ■nvestig.ations made before the time of miciotome-work. 

* I do not regard a.s well founded the statement of R. Wilson Smith. The Structure and Develop¬ 
ment of the Sporophylls .and Sporangia of Isoeles, in Botanical Gazette, xsix {1900), p. 155. ‘ The 
origin of the sporogcnous tissue from a hypoilcrm.al layer, separated from the beginning from the 
S. 1^“*’ ‘r “ ch.aracter.’ The microsporangia of the Gymnos,iemiae behave quite 

like those of the Ptendophyta. ^ 
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mT h d he differences m details are more a question for systematists, and 

y e omitted here . I must, however, refer to the difference between 
eusporaugiatc and leptosporangiatc forms:_ 


ElsiOKANGlA AND Lei’TOSPorangiA. Euspoiangia arc sporangia 

which proceed from many cells and have, at least in the primordium, 

a many-layered wall. Leptosporangia are sporangia which proceed from 

one cell and have a one-layered wall. There are transitions in the 
Osmundaceae. 


It probably may be also added as a distinction that the stalk in the 
eusporangium consists of a portion of the tissue of the sporophyll^; the 
stalk in the Icptosporangium proceeds from the archesporium, so that if 
the mother-cell of the sporangium of the Leptosporangiatae is designated 
as the ‘ archesporium the archesporium would appear to be here in most 
cases a derived structure in that only after formation of a number of sterile 
cells It proceeds to the formation of the fertile ones. Leptosporangia occur 
only in Leptosporangiatc Filicincae ; all other Ptcridophyta. as well as 
Spermophyta, have euspoiangia. This distinction is, however, not absolute, 
as may be expected from what has been already said *, and the sporangia 
of the Osmundaceae arc probably a connecting link between the two 
forms of sporangia. 

One other question must be dealt with here, namely, that of the 
origin of the distinction between microsporangia and megasporangia:— 

MlCROSPORAN(iIA AND MegasporangIa. When we compare the 
development of the megasporangia in the heterosporous Ptcridophyta with 
that of their microsporangia, two facts of general interest appear:— 

1. The development of the two kinds of sporangia proceeds for a long 
time in the same way, and the whole development of the microsporangia 
corresponds with that of sporangia which have only one kind of spore ; but 
in the megasporangia an abortion of a number of the sporocytes takes 
])Iace. The megasporangia show in their development also that they 
are derived from sporangia which have possessed a larger number of spores 
than is now the case, and, as a matter of fact, in fossil forms a larger 
number of megaspores arc present ^ 


' I'or tlicsc details see the thorough investigation of Bower, Btndies in the .Morphology of Spore- 
producing Members: I. Equisetineae and Lycopodineae, in 1 ‘hil. Trans., 1894; II. Ophioglossa- 
ceae, London, 1896; III. Maratliaceae. in Phil. Trans., 1897; IV. Leptosporangiatc Ferns, in Phil, 
i’rans,, 1899. 

^ Sec j). 476, Holrychitim. 

’ Not, as has been customary up to now, the tetrahedral inner cell from which the sporocytes 

proceed. ^ ju k 

* See GocUrl, Vcrglcichciidc EnUvicklungsgcschichte dcr Pflanienorgane, in Schenks Handbueft 


(Icr liolanik, iii '.I884). . . 

» In Calamoslachys Casheana-a fossil cqnisctincous plant-numerous spores are 
megasporangium, although they arc fewer in number than in the microsporangia. See Scott, siuaicb 
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2. Amongst the hetcrosporous forms which have now living repre¬ 
sentatives, a reduction takes place which we can follow. Tetrad-formation 
goes on in all the sporogenous cells together of the megasporangia of 
Salvinia and the Marsiliaceae, but it is only in one of the tetrads that one of 
the four daughter-cells forms a megasporc. Whilst then only one megasporc 
is found in each megasporangium, the heterospory has proceeded less far 
than it has in Selaginella, where four megasporcs arise from one tetrad. 

The Megasporangium of Selaginella. In Selaginella the development 
of the megasporangium is characterized throughout by the fact that usually 
only one cell of the sporogenous mass * arrives at the formation of tetrads. 
Fig. 395 shows a megasporangium in which the cells of the sporogenous 
cell-mass have degenerated. One is larger and richer in content than the 
others, and this is the megasporocyte which 
will divide into four daughter-cells. There 
can be no doubt that the sterile and un¬ 
divided* sporocytes are used up as nutrition, 
although their remains may long be retained. 

We may well as.sume that each one of the 
sporogenous cells was in the condition to 
become fertile, and that the relationships 
here are somewhat like those in the case of 
bees, whose female larvae have all the po¬ 
tentiality of developing into queens, whilst 
in reality this usually only happens in one 
special one that is well fed. Anyhow it 
appears in Selaginella, so far as my observa¬ 
tions reach, that the most favoured cell is 
one which lies about the middle of the spo¬ 
rangium. Even if it should take up no material from the sporocytes which 
remain sterile*, it would be still favoured in its nutrition, as to it alone 
all material would stream from the tapetal cells. It is recognizable even 
before the breaking up of the sporogenous cell-mass^. 

The Megaaporangium of Isoetes. The differentiation of the mega- 



Fig. 3^5. SebginflU cry(hropu$. 
s(K)rangiuni in longitudinal section. Tnr 
sporocytes arc isolated; a centra) 
one is larecr than the others, and is the 
one that will divide. 


ill Fossil llotany, London, 1900, p. 53. Also in Lepidostrobus Vcltlieimianas more than four spores 
(8 to 16?) arc found in each megasporangium^ ibid., p, 173. 

* In Selaginella erythropus I found, not infrequently, two* 

* As Sachs rightly showed. The statement of Campbell, The Stnictuie and Development of the 
Mosses and Ferns, London, 1S95, p. 504, that the differentiation of the megasporocyte takes place only 
after the tetrad-division in all the sporocytes, is erroneous—at least for the species examined by me. 

In Selaginella helvetica and S. denticulata the sporocytes degenerate in the microsporangia. See 
Goebel, Vcrgleichende Entwicklungsgeschichtc der P/lanienorgane, in Schenk’s Handbuch der 
otaoik, in (1884), p. 389. This shows also that the difference between microsporangia and 
megasporangia is only one of degree. 

* See also Fitting, Bau- nnd Entwicklungsgeschichte der Makrosporen von Isoetes und Sehicinella 
m Botanische Zeitung, Iviii (1900). 
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sporocytes in Sclaginclla takes place always at an earlier stage in the 
development than it does in Isoetes. where both in the microsporangia and 
inegaspoiaangia there is a further approach to the behaviour of the Spermo- 
phyta. This view, which I published long ago, I still maintain after 
renewed int estigation of both Isoetes lacustris and I. Hystrix 

The contradiction which my statement has met with at the hands of Fitting = 
and of Smitli* relates to subsidiary points, such as the arrangement of the cells, the 
question when the separation of wall and content takes place, and the like. I have 
said ^ that from the archoporium a cell-mass proceeds, composed at first of similar 
cells arranged marly at right angles to the surface of the sporangium: isolated 
cell-rows of the mass lose their rich protoplasmic content, remain also in their growth 
behind the others, and become the trabeculae. I do not find that Smith's account 
deviates from this in any essential point. He finds the arrangement of the cells less 
regular ; tloubiless it varies. In Isoetes Ilystrix, for example, they run nearly in rows 
which are directed obliquely towards the base of the sporangium. I have never 
designated the sporangia as • chambered ’ or as ‘compound.' althougli Smith thinks 
this to be a consequence of my work, and the trabeculae are expressly designated as 
‘ sporogenous tissue which has become sterile.' The tapelal cells are, as in Selaginella. 
not broken down. With regard to the megasporangia I slated * that at a medium 
stage of development there is one large sporocylc lying in the middle of the sporan* 
gium. 1 his is the case ; but I was wrong, as the investigations of Fitting and Smith 
have shown, in tlic statement that the megasporocyte exercises a destructive influence 
upon the surrounding cells. I still find stages in which the megasporocytes arc 
separated from the surface by two or three cells which I had considered as proceeding 
from the division of an archesporial cell out of whicli the megasporocyte also came, 
and I see nothing to lead me to regard this interpretation as wrong. This point is. 
however, quite subordinate. What is more important is the fact that in the mega- 
spoiangia of Isoetes the cells which do not become megasporocytes divide further, 
although no furilier than do megasporocytes, and take on a much more vegetative 
character than do those of Selaginella. In the megasporangium of Isoetes Ilystrix 
there appears moreover, as I find in conformity with Smith, at the beginning a number 
of cells m.uked out by their size, all of which, however, do not become megasporocytes. 
Those which remain sterile evidently divide later. In this and not in the relationships 
of the arrangement of the cells lies as it appears to me the interest of the development 
of the sporangium in Isoetes, for we have in it a further approach to the behaviour 
of the megasporangium of the Spermophyia—an approach which is also expressed 
in the differentiation of the microsporangia and megasporangia at an earlier period 
in Selaginella than in Isoetes. 


* From material kiinlly supplied by Graf ;rM Solms^Laubach. ^ i • ii 

- Fitting, liau. und Knlwicklungsgeschicblc dcr Makrosporen von Isoetes und Selaginella. i 

Botanische Zeitiing, Iviii (looo). , ^ r 

= R. Wilson Smith, The Structure am\ Development of the Sporophylls and Sporangia o 

in Botanical Gazette, xxix (1900), pp. 225, 323 

I 


otanicai oazene, xxjx pp. . ... ,, u 

Goebel. Verglcichcndc Fnlwicklungsgcschichtc der Pflnnzenorgane, m -Schenk s H 

Botanik, iii (1884), a work which Smith h.ns not referred to. ’I- 
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IV 

PHYLKTIC HYPOTHESKS RELATING TO THE 
FORMATION OF SPORANGIA 

I propose to deal briefly here with the liypothescs to \\hich origin has 
been given by the necessity for the endeavour to connect the different 
forms of sporangial formation one with another, and at the same time to 
connect the relationships of propagation of the Ptcridophyta and Spermo- 
phyta with those of the Rryophyta. I cannot pretend to give an account 
of the different views, more or less well founded, of different authors; 
I must content myself in this respect with specially calling attention to 
Bower’s views, because they are founded upon a number of exact historical 
developmental investigations. All I can do here is to put forward some 
general thoughts lying at the base of this research. 


The principle from which we start is iliat first formulated by NageliIn the 
year 1853 Nageli wrote 'One of the first laws is that a higher species or group 
repeats the phenomena of the lower, but proceeds therefrom to a new phenomenon. 
This first law finds its explanation and its origin in a second which to me appears to 
be of the highest significance for the succession of the grou[)s in ilie Plant Kingtiom :— 
tht nproductive phenomenon 0/ one stage is at a higher stage ‘vegetative' In 1884 
Nageli more fully set forth this view’ and assumed that the sporophyte-generation 
of the Pteridophyta has arisen by tlie branching of a sporophyte like that of the moss; 
it formed a spike-like strobilus in which the terminal sporangium disappeared, and 
the lateral ones ' by adaptation' became constructed in a leaf-like form. That 
Nageli’s ‘ law ’—apart altogether from the hypothesis just mentioned—is one of great 
importance admits of no doubt. In Part I of this book it was shown in e.xamples of 
the construction of colonies, for example in the Myxomyceles, how a ‘ higher ’ 
construction of the vegetative body comes about by the postponement of the propaga¬ 
tion to a later stage of development, and this is really the essence of Nageli’s law. 
We see further that the sporogonia of the Bryophyia arrange themselves in a series 
which begins with forms in which ail the cells are devoted to spore-formation, as in 
Riccia—with the exception of a peripheral layer—and ends with forms in which the 
majority of the cells of the sporogonium have become sterile. Also in the sporangia 
of the Pteridophyta such a sterilization appears as we see in the trabeculae in Isoetes *, 
and in the chambering of the sporangia of Psilotum. the synangia of Marattia, and 
elsewhere as interpreted by Bower. Further in the shoots a sterilization of those which 
originally were flower-shoots or inflorescences is a wide-spread phenomenon. The 
question then is how far do ihey^r/j that are before us warrant our extending the 
principle? Let us look at a special case. 


\ Obcisichl der Erscheinun-jen im Pllanrenreich, Freiburg i. 13 ., 1853, p. 35. 

^ Niigcli, Mechanisch'physiologische Thcoric der .-Xbst.-tmmungslchre, see s]>ecia11y p. 472. 

GoebeUBeitragc zur vergleichenden Fjitwicklung^geschichle derSporangien.in Bolanische Zcituiig, 
sxxvm (IB80 , p. 565. 
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When speaking of the sporophyll the peculiar position of the sporophyll of the 
Ophioglossaceae was pointed out: how it arises upon the upper side of a foliage-leaf. 

The whole sporophyll is now regarded by many authors as a sporangium of equal 
value to that of Lycopodium h Now the sporangia of Lycopodium arise in the 
leaf-axils (Fig. 396, I). If we suppose such a sporangium is gradually increased in 
size, a large number of sterile cells will be necessary for the nourishment of the 
spores. We might then suppose that as In Anthoceros or Sphagnum the archesporium 
suriounds like a dome the inner sterile mass (Fig. 396, II), and that further as in the 
Musci also ihe upper part of the archesporium was sterilized (Fig. 396, III). Upon 
the transverse section of such a construction we might find the archesporium no 
longer annular but at two places only—right and left (Fig. 396, IV). If 
now further sterilization throughout its length breaks it up into single sections 
(Fig. 396, V), we could thus obtain the sporangia of Ophioglossum, and if these 

were to project slightly 
those of Botrychium 
(Fig. 396, VII)*. Were 
these sporangia now 
partly sterilized we 
should obtain a lateral 
sporangiophore sterile 
at the tip as it is 
found in Helmintho- 
stachys (Fig. 396, 
VIII), and eventually 
by complete steriliza¬ 
tion a sterile leaf. 

It has been shown’ that if we read backwards the history of development of the 
microsporangia of Juniperus we find there the transition from a sporangium into 
a sporangiferous leaf. The sporangia were then primary, the foliation of these 
secondary. That such a process is possible cannot be denied, but the facts which 
have been used as a starting-point do not form a sure foundation for it. According 
to the present state of our knowledge, far-carrying phyletic constructions which deal 
with processes which were in progress in the very earliest periods of the earths 
history, of which the vegetation is known to us now only by some straggling remains, 
for instance that of the Carboniferous Period, are certainly stimulating, especially if 
they are founded with sagacity, but there are numerous problems which offer more 
prospect of a certain solution than these. In this connexion I may refer to what 
I have said regarding the sporophyll. 



Fic. 396. Scheme of the transformation oi a sporati|;ium, say of Lyco* 
podium, rnlo a $porophyll like that of Helmimhostaehys. The stages follow 
ihc numbers 1 toVMI. VII] rcpri^nts the sporophvll of Helminthostachys. 
IV represents n transverse section oi the sporopnyll of Ophioglossum uitli 
enveloping sterile leaf portion. 


■ We must not forget that the selection of a single organ without reference to others must often 
lead to untenable conclusions. The Ophioglossaceae are undoubtedly Fihcmeae by their stnictui^ 
the development of their leaves, shoot-axes, rooU, and sporangia. One must therefore compare 


them with Filicme.ne not with Lycopodineae. . t cn^cies 

» This figure corresponds more with the sporangial spike of Botrychmm simplex. In 
of Botrychium we find that the portion bearing the sporangia is branched. One mus 
suppose that a division by branching of a marginal sporangium has taken place. 


* Sec p. 516. 
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APOSPORY 


By apospory is meant the remarkable phenomena which are expressed 
in the suppression of the formation of the spores. To a certain extent it 
is the converse of the apogamy' of the prothallus, and it appears in two 
different forms:— 

{a) The sporangia arc replaced by a vegetative propagation of the 
sporophyte, the gametophyte is, as it were, entirely kept out. 

This case is as yet only known in Isoetcs, and here only from the 
single station, Lake Longemcr in the VosgesIt is, however, probable 
that it will be found elsewhere. The phenomenon comes about probably 
under the direct influence of external factors. The facts are shortly these: 

There are plants of Isoetes which bear neither megasporangia nor 
inicrosporangia, but, in place of these, young plants arc developed upon 
the leaves. In some cases sporangia arc found as well. In Kig. 292 a case 
is represented in which a leaf bears a reduced sporangium, and below it 
a shoot There are also intermediate stages between the normal con¬ 
struction and complete suppression of the sporangia, coupled with their 
replacement by the formation of shoots. That the suppression of the 
sporangia takes place under conditions which arc unfavourable for the 
development of sporangia—be these failure of illumination or the nature of 
the soil—is very probable, but e.xact information upon this can only be 
obtained by experimental cultures—observations in the natural habitat 
alone arc insufficient. I have already compared this case with that of the 
formation of the gemmae in Lycopodium Selago, in which species it is 
characteristic to find the gemmae appearing in the region of the shoot 
where the formation of the sporangia is suppressed ^ The conditions for 
this in Lycopodium Selago are in the first place given by periodicity, 
probably induced primarily by external factors ; in Isoetcs it is a con¬ 
sequence probably directly of the environmental conditions of the station. 
The general interest of the case lies in this, that, apart from the remarkable 
morphological fact, a rich shoot-development takes place in a plant which 
otherwise usually remains unbranched. 

{b) The gametophyte is formed directly from the sporophyte, without 
the intervention of spores. 


‘ See p. 220. 

* Goebel, Ober Sprossbihiun'; auf Isoctesblattera, in Bolanische Zeilun-', xxxvii (1879), p. i ; 
xxxvni (1878), p. 413; also Mcr. Dc I’influcnce excicce par le milieu sur la forme, la structure ct Ic 
m^ede reproduction del’Isoetes lacustiis, in Comples-rendusdc I’Acadcinie des sciences, .xcii (iSSl). 

It may be rernatked that also amongst the normal plants the sporangium often keeps only to the 
upper part of the leaf-b.ise on leaves which have restricted formation of spor.ineia 

• bee p. 467. ^ ^ 
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Drucry was the first who found in Athyrium FiIi^, foemina clarissima 
39 y) an arrest of the spore-formation and development of the 
prothalli out of the sporangium without the intervention of spores. Bower 
made a thorough investigation of the phenomenon, and named it apospory^. 
He found that the arrest of the development of the sporangia may take 
place at different stages, and an aposporous further development of the 
-sporangia, from which prothalli grow out, ensues all the more completely 
the earlier this arrest takes place. In the sporangia which have proceeded 
furthest in their ‘ normal development, no further development takes place 
or this goc.s on only in the stalk, and it is of special interest that the 



nc.,3Q7. Athyrium Filixfocininaclaris- 
^ima. ] and It, abi>ormj| sporan^^ia in 
optical section. Ill IV, similar spor¬ 
angia frocti the outside. 

consisted of erect prothalli s 


archesporium - takes }io share in the further 
vegetative development. We may in this sec 
an indication that the archesporium is dis¬ 
tinguished from the other cells of the sporan- 
gial primordium, just as wc saw that a further 
development can proceed in the wall-layers 
of the anthcridium or the archegonium, but 
not in the spermatocytes •'. The prothalli 
which grow out from this sporangium pro¬ 
duce normal sexual organs. 

In Polystichum angulare, var. pulcherri- 
mum, the apospory goes further. Prothalli 
here arise from the arrested sporangia, from 
the base of the sorus, from the surface of the 
pinnules, or from the leaf-tip. The develop¬ 
ment of the sporangium is thus entirely cut 
out. 

The same thing is observed in Scolopen- 
drium vulgare, var. crispum Drummondiae. 

In Lastraea pseudoinas, var. cristata, 
Druery found ^ the leaf-tip of a germ-plant 
growing out into prothalli, and he described 
germ-plants in which the primary leaves 
landing upon stalks which corresponded well 


with leaf-stalks. 

The causes of these remarkable phenomena are unknown to us. We 
only know that they have nothing to do with the influence of cultivation. 

' IJower, On Apospory and Allied Phenomena. Trans.actions of the Unnean Sociely, London, 18S9. 
» Using this term in its ordinary sense, that is. for the tetrahedral cell out of which the tapetal cell 
and the sporoi'cnous celUmass proceed. 


* Dr'fry! Notes upon Apospory in a Form of Scolopcndrium vulgare, var. crispum, and a new 
Aposporous Athyrium ; also An Additional Phase of Aposporous Development m Lastraea pscudom , 
var. crislata^ in Journal of the Linnean Society, xxx (1894). 
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Speculations innumerable may, however, be based upon them, but they do 
not give us much insight. We may, for example, derive the Pteridophyta 
from a plant which had no alternation of generations, but somewhat the 
conformation of a prothallus of Lycopodium inundatum ; whose lobes bore 
partly sexual organs and partly spores, and only later its development 
divided into a gamophytic and sporophytic section, w’hich originally were 
constructed alike; then the gametophyte experienced a regression and the 
sporophyte a progression. This may be spun out further, but it is mere 
fancy, which does not help us forward. We do, however, see here that the 
cells of the sporophyte can furnish the gametophyte without the reduction 
of the chromosomes to one half, as it takes place in the division of the 
sporocytes. Moreover, apospory also can be combined with apogamy h 

The transitions which lead from the normal behaviour to apospory 
appear to me to show that apospory is not an original but a derived con¬ 
dition in which two factors are concerned :— 

1. The arrest of the development of the sporangia ; 

2. The introduction of a new vegetative development leading to 
formation of prothalli. 

Favourable objects for experimental investigation would be furnished 
by the Hymenophyllaceae with their basipetal development of the sorus. 
That apospory is found frequently in forms of fern in which the configura¬ 
tion of the leaf deviates from the normal type, shows us that the formation 
of the organs has connexions about which at present we know nothing. 
A slight change in the w'hole constellation can effect a destruction in 
another place. We have to do with a system of connexions where ‘one 
thread holds thousands.’ An insight into these connexions can only be 
obtained experimentally, and a work of Atkinson ' is of interest, who, 
repeating my research into the virescence of Onoclea found apospory in 
virescent sporophylls of Onoclea sensibilis which were produced experi¬ 
mentally. Here the influence is certainly one from the outside, but up till 
now we only know the external jog which brings it about, not the chain 
which conditions 

1. the destruction of the sporangial development, which also takes 
place in Onoclea Struthiopteris under like conditions; 

2. the development of the prothalli. 

The examination into these connexions, and not the creation of phyletic 
pictures, will be the work of the future. 

* .See Bower, On some Normal and Abnormal Devclopmenls of the Oophyte in Trichomanes, in 
Annals of Botany, i (1888). 

* Only known to me by a reference in Jnsl’s Botanischer Jahresbericht, Jahrpuig xjiiv (1896), p. 433. 

P- 475 - 
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VI 

THE SPORANGIUM OF THE SPERMOPHYTA 

A. MICROSPORANGIA. 

{a} Microsporangia of the Gymnospermae. 

The structure of the microsporangia of the Gymnospermae links on 
closely to that of the sporangia of the Pteridophyta, in that the outermost 
layer of their sporangial wall shows the same characteristic thickenings of 
the active cells of the opening mechanism—at least this is the case in all 
the Cycadaceae, Coniferae, and Gnetaceae which I have examined*. The 
development of the microsporangia also- is so like that of the sporangia 
of the Pteridophyta that it does not appear necessary to enter into this 
question here, and the relationships of arrangement and of number have 
already been spoken of when the sporophyll was described I will only 
state that in the arrangement of the microsporangia, especially if these are 
few in a sorus, we can readily sec that they are uniformly distributed in the 
space available—for instance, if there be three they stand at about 120 
from one another—and that they also have a marked dorsiventral structure, 
and in correspondence therewith they open by a longitudinal slit which is 
directed doivnwards —reckoned from the stamen. In the Coniferae there 
occur both longitudinal and transverse slits, the latter, for example, in 
Abies, and doubtless the difference in the method of opening is connected 
with the conformation and He of the sporangia^; elongated nearly cylindric 
sporangia, like those of Pinus, best open along their long axis; those of 
Abies are more spherical. In a more spherical sporangium the direction 
of opening is a matter of little moment, yet in such a case it is influenced 
by the position, for instance in Juniperus and other Cupressineae the 
opening takes place on the side which is turned away from the sporophyll — 
an arrangement regarding the advantage of which it is unnecessary to 
speak, especially as it has been shown how in the Pteridophyta there is 
a connexion between the lie and the manner of opening of the sporangia. 


{b) Microsporangia of the Angiospermae. 

The microsporangia of the Angiospermae differ from those of the 
Gymnospermae in this that their active cells where such exist are always 

‘ Kecarding Ginkgo see p. 515. 

* See concerning the Cycadaceae: Warming. Bidrag til Cycademes Naturhistone, Afdr)'k af Overs, 
over d. K. D. Vidensk Selsk. Forhandl., 1879; Treub. Recherches sur les Cycadees, Annales du 
Jardin botaniqne de Buitenzorg. ii (.881); W. H. Lang, Studies in the DevelopmenUnd Morphology 
of Cycadean Sporangia : The Microsponngia of Stangcria paradoxa. in Annals of Botany, xi ( 897). 
Concerning .he Coniferae: Strasburger, Die Coniferen und Gnetaceen, Jena. 187a ; Goebel, Beit g 
ziir verglcichenden Entwicklimgsgeschichtc der Sporangien, in Botamsebe Zeitnng, xl (1883), p. /7 

‘ Compare Goebel, Uber die Pollenentlcetung bei einigen Gymnospirmen, in Flora, xcii (Etgan- 
zungsband zum Jahrgnng rgoa). 
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hypodermal. Even where in the mature condition the active cells apparently 
form the outermost layer, for example in Casuarina, the history of develop¬ 
ment nevertheless shows that there is an epidermis over them, but its cells 
soon become inconspicuous, and in the examination of the mature anthers 
can be readily overlooked. In many cases the formation of active cells is 
suppressed entirely, for example in the parasitic Pilostyles Ulei and in the 
Ericaceae, or partly as in many plants like Berberis, which have valvular 
dehiscence of the microsporangia and in which the active cells only occur at 
the valves ^ The epidermis of the microsporangia in the Angiospermac may 
also have a characteristic construction, but wc never see in its cells, so far 
as I know, the peculiar construction of the cell-wall, especially the charac¬ 
teristic thickening which is found in the cells that He immediately under 
the epidermis - and constitute the hypodermal endothecium. 

Ericaceae^. Fig. 39X shows certain relationships which are found in 
the Ericaceae and which require further investigation. The epidermal cells 
of the microsporangia arc large, and possess 
as it appears a slimy content. At the position 
where dehiscence will occur they are much 
smaller, and probably the opening which takes 
place usually in the flower-bud is brought 
about by the drying up of these cells. At 
any rate, there are no thickenings in the cell- 
walls of the endothecium. 

It is then evidently a weighty sys¬ 
tematic character of the Angiospermac that 
the active cells of the microsporangium, if 
they are present, are in the endothecium, 

■whilst m the Pteridophyta and Gymnospermac they are in the exothedinn *. 

As to the lie of the point of opening of the sporangium in the 
Angiospermae there arc many variations. The significance of this depends 
specially upon the relationships to pollination by insects and must remain 
here unexplained. It lies within the province of the biology of pollination. 

MICROSPORES. 

I forbids us a discussion of the construction of the microspores. 

1 will on y briefly recall the differences in the pollen in wind-pollinated and 

msect-pollmated flowers, the remarkable thread-like pollen of Zostera and 

Halophila, the pollen-tetrads and pollinia as they occur in different cycles 
ot affinity, ^ 



Fig. ,^g8. Erica camca. Half of ar> 
anther in transverse •icetion b^yon'J the 
point of openin?. No rntfothccium is 
present^ although the pollen<tctrads are 
already formed. Magnilled. 


* III Anop«fs' connective. 

Eri<.ceaen.t Offnungswe.se der An.heren nnd die Entwicklung der San,en der 

* Whether this is without exceftiou funher investigation aloce can tell. S« p. 577. 
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The gametophyte in the Spermophyta is so dependent that it appears 
best to deal with it along with the sporophyte. We must therefore speak 
here of the germination of the microspores. 


GERMINATION OF THE MICROSTORES. 

The development of the microspores in germination has been made 

known to us specially by the investigations of Strasburger, Belajeff, Ikeno, 

Hirase, and Webber. It shows us so far a parallel formation with that in 

the megaspore, as we find in both a vegetative development which is always 
very much shortened. 

The form of the microspores varies; sometimes it is tetrahedral, some¬ 
times bean-like (dorsiventral), sometimes more spherical. The rounded 



Fig. jgQ. Scheme of ;'crmin.ilion of the mlcrospore. I and I!, Cycadaeeae. Webber’s fibres have been used 
In the conslnicllon. Ill, Abieiincae. IV, Angiospermac. S»ihc apea of ihe microspore; ihe base; A oro- 
thallus*ccll; mothercdl of ihe antheridium; tubc-ccll; nucleus of the tulM*cell; IV^ wall-cell or the 
amheridium; mother* cell of the male sexual cells; Sfi, spermatocytes; ^/.vesicular parachute of pollen-grain. 

basal surface of the tetrahedral microspore may be designated the dase; 
the portion over against it the ; and, similarly, in the dorsiventral 
microspore the convex outer surface is the base. 

Amongst the Cycadaceae' the germination of the microspore of 
Zamia has been made known to us through the researches of Webber. In 
the ripe microspore we find three cells^ (/, A, Sch, in Fig. 399, I). Cell/ 
lies at the apex of the microspore and is a cell of the prothallus; cell A is 
the mother-cell of the antheridium; cell Sch is the tube-cell which, developing 
in the pollen-chamber, at first acts as a haustorium to bring nourishing 
material out of the nucellar tissue to the germinating microspore; only 


» See ikeno, Untersnehungen uber die Entwicklung der Gescblechtsorgane und den Vorgang der 
Befruchlung bei Cycas revolnta, in Pringsheim’s Jahrbiichcr, xxxii (1898); H. J. Webber, 
genesis and Feenndation of Zamia, in U. S. Department of Agriculture, Bureau of Plant-Industry, 
Bulletin No. a, Washington, 1901. Webber gives the literature. 

* Whether occasionally a fourth appears is of no significance here. 
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later does the tube-cell bring the apex of the microspore into contact with 
the archegonia by the formation through intercalary growth of a sac-like 
outgrowth (Fig. 399, II). Such pollen-tubes I call acrogamoiis. Acro- 
gamous pollen-tubes are only found in the Cycadaceae and Ginkgo, and 
this fact has no doubt the closest connexion with the existence of a pollen- 
chamber. 

At the apical end of the pollen-tube the following changes take 
place:—The mother-cell of the antheridium is divided by a wall oblique 
to the long axis of the pollen-tube into two cells, an upper and an 
under. The upper cell is the central cell of the antheridium out of which 
by division two spermatocytes proceed, and these give origin to two giant 
spermatozoids. The under cell has received the unfortunate name of 
‘stalk-ceir which is inapplicable upon the two grounds that the anthe¬ 
ridium is sunk and can therefore have no true stalk-cell, and that we never 
see that a stalk-cell is separated from a spermatocyte, but there is a separa¬ 
tion of the xvall-cell *. 

The first cell of the prothallus at the apex of the microspore (Fig. 399, 
\,p) swells up and surrounds the stalk-cell like a ring. Both are limited 
to the outside only by a membrane, not by a wall. Nevertheless these 
cells may reach a considerable size, and it is remarkable that no function 
has yet been ascribed to them. One might suppose, as they contain starch, 
that they aid in the nourishment of the strongly growing spermatocyte, 
but I think that they constitute an apparatus for the opening of the pollen- 
tube at its point. The pollen-tube is cuticularized. Both in the pollen- 
tube and in the cells which are found under the spermatozoids the osmotic 
pressure gradually Increases. The prothallus-cell,/>, presses upon the stalk¬ 
cell it encircles, and this again Is under the pressure of the content of the 
pollen-tube. The pressure so acts that the membrane of the pollen-tube 
bursts at its least stretchable place—that is, at the point of attachment to 
the cells of the prothallus—the spermatozoids are pressed out and are able 
then to force themselves into the egg. 

The tube-cell has been also considered as the wall of the antheridium. 

I see no ground for this. We know of no case in which the antheridial 
wall functions as a haustorium, but we have many cases, on the other hand, 

m the megaspores of the Angiosperms where the cells of the prothallus 
are converted into haustoria 

We have then in the microspore of the Cycadaceae the following 
structure:— 

1. Two cells of the prothallus, of which one becomes a pollen-tube 


“ (■ 9 “ 4 ). ta. ,ec=«ly died .he 

* The whole orientation of the antheridium is against the view also. 
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which originally is a haustorium, and later conducts the spermatozoids to the 
archegomum, «h,Ist the second one effects the opening of the pollen-tube 
2 . 1 he antheridmm, consisting of wall and spermatocytes 
In the other Gymnospermac and in the Angiospermae the pollen-tubes 
are dasi^ajous They serve indeed at 6rst as haustoria, and later as 
canals, which here conduct the massive male gametes to the ess As 
the opening of the pollen-tube takes place at the basal end the cells of the 
prothallus have become, with the exception of the tube-cell, functionless 
1 hey are indeed m many still formed-two. for example, in Larix Picea 
vulgaris, Pinus silvestris, P. Pumilio—although in such cases they usually 
collapse soon, but in the Cuprcssineae and Taxodium their formation is 
entirely suppressed, as it is in all Angiospermae. We have, therefore, in 
these cases only the tube-cell and the mother-cell of the antheridium. 
This mother-cell in the Gymnospermac divides into two cells—one corre¬ 
sponding to the spermatocyte, which furnishes the two spermatozoids; 
the other is the wall-cell which we prefer to designate the dislocator-cell. 
Its function is to set loose the spermatocyte from its point of attachment, 
as IS particularly evident in Juniperus, where the dislocator-cell is very 
large. Perhaps it bursts and in that way promotes the passage of the 
spermatocytes into the pollen-tube, but in other cases the simple swelling 
of the dislocator-cell may effect this. Only in some Gymnospermac is it 
suppressed, but in Angiospermae its formation is always suppressed, because 
there it would be unnecessary, seeing that the spermatocytes from the first 
are not firmly fixed and have no attachment to the wall of the microspore. 

The views that have been here expressed require to be proved by 
investigation, but it seems to me hardly to admit of doubt that we shall 
obtain a proper understanding of the germination of the microspore only 
when we obtain more information about the fituction of the cells which are 
found in the pollen-tube. If what has been said above be correct there is 
in the microspore of the Spermophyta clear connexion between structure 
and function, and functionlcss parts are evidently reductions. 


B. MEGASPORANGIA . 

(a) General Fe.\tures. 

Hofmeister’s epoch-making investigations determined once and for all 
that the ovule in the Spermophyta is the homologue of the megasporangium 
in the Pteridophyta. A thorough comparison of these sporangia only is 
possible, however, if the historical development of their relationships are 
discussed. Here we shall deal first of all with the grosser configuration of 
the ovule. 

We distinguish usually in it a s^aik or funicle, one or more integii- 
7 nents^ and the micelUis enveloped by the integuments. The nucellus 
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is the mcgasporaiigiumThis is undoubted. On the other hand the 
views upon the morphological significance of the integuments are various. 
So far as functional importance is concerned we have to consider the 
following:—The integuments act as a protective envelope to the ovule, 
and then later they form the seed-coat. Where, as in Sympetalae, the 
ovule consists of a thin nucellus and one thick integument, the integument 
has to provide nutrition to the embryo-sac which grows out into it The 
micropyle in all porogafnoiis plants evidently conducts the pollen-tube. In 
the germination of the seed the most rapid uptake of water also takes place 
at this point. 

Porogamy and aporogamy. In a number of Dicotyledones the micropyle 
does not function as a conductor of the pollen-tube, and the plants are therefore 
designated aporoganwus. In Cynomorium * coccineum the micropyle withers very 
rapidly and forms no longer an open canal. The same thing happens in the genus 
GunneraV which stands so isolated in the plant kingdom; also in the Cannabineae^ 
and in Alchemilla arvensis*. This aporogamous condition has evidently appeared 
independently in different dicotylous plants. In Cynomorium the pollen-tube forces 
its way through the ape.x of the ovule. This method is acrogamous. Gunnera ripens 
its seeds most probably parthogenetically. Pollen-tubes have never been proved 
here. In Alchemilla the pollen-tubes force themselves in between the cells, and 
grow up from the chalazal region to the egg-apparatus. This method is basigamous. 
It also happens in Casuarina’ as well as in the Corylaceae and Jugiandeae, 
notwithstanding that they possess a micropyle. These variations have evidently 
no importance for the systematic grouping within the plant kingdom, but an 
explanation is still required of why they should appear so frequently in plants which 
have specially simply constructed flowers*. An intermediate position is taken by 
the ovules in which a pollen-tube partly grows through the tissue of the ovule. 
We see this in the Ulmaceae’ and in the Cannabineae. It may well be assumed 
that in all these plants special reasons exist, either in the structure of the cells or in 
the conditions of nutrition of the pollen-tube, which cause it to take the path it does. 


* I may mention here that the nucellus may sometimes be abnormally developed as a micro¬ 
sporangium. I observed such a case in Begonia; see Goebel, BeiUage zur Kenntnis gefullter Bluthen, 
in Pringsheiro's Jahrbucher, xvii (1886). p. 346. Figs. 48 and 49. The literature is cited. 

’ See p. 638. 

’ Pirotta c Longo, Osservazioni e ricerche sulle Cynomoriaceae, in Annuario del R. Istituto 
Botanico di Koma, ix (1900)1 Fasc. a. 

* Schnegg, Bcitrage zur Kenntnis der Gattung Gunnera, io Flora, xl (1903). 

» Zinger, Beitrage zur Kenntnis der weiblichen Bliithcn and Inflorescenren bei Cannabmeen in 
Flora, IxxxT (1898), p. 189. 

* Murbeck, Ober das Verhaltcn des Pollenschlauches bei Alchemilla arvensis, (L.) Scop., nnd das 
Wesen der Chalazogamie, Acta Uiiiversitatis Landensis, xxxvi (1900). 

I Treub first discovered the process in this plant and called it chalatogamy . 

\ 'if' porogamous fertilization. How do Sagina and like forms behave 1 

Pollenschlauches bei der Ulme, Nacbrichten der Kaiserl. 

2ie ft?i 1897. The pollen-tube here pushes ont of the tissue of 

the funiculus through the integuments to the apex of the nucellus. 
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THE INTEGUMENTS. 


The Nature of the Integument. From the 
standpoint there are two possible explanations of the for 
integument;— 


morphological 
mation of the 


(a) We may consider it as a new formation which finds no analocry in 
the Pteridophyta. 

jfi) We may link it on to the indusial formation of the Pteridophyta, 
finding an analogue in the megasporangia of Azolla (Figs. 325-327), which 
are invested by an indusium laid down like an annular wall. 

The second interpretation was mainly founded by Warming. Under it 
it is most natural to consider the nucellus only as the megasporangium, 
to regard the funiculus as a portion of the sporophyll on which the mega¬ 
sporangium arises as 
a terminal new forma¬ 
tion, just as a mega¬ 
sporangium of Azolla 
arises on a placenta 
which is formed from 
a transformed leaf- 
lobe. This view may 
find confirmation in 
the remarkable con¬ 
struction of Lepido- 
carpon, a fossil ly- 
copodiaceous plant 
recently described by 
JL Scott ^ The sporo- 



Fig. 4<>o. Ceratozamla robustn. I, surface^scctlon (hroQfrh the basal 
port ip n of A carpel. One ovule is cat through longitudinally ; s^'elling 
Df*low the integument. If, the same in a younger stage. The swelling below 
the integument is not yet visible. 


phyll of Lepidocar- 
pon bears at its base 
a megasporangium, in 


which one only of four spores that are laid down develops, and the mega¬ 
sporangium is surrounded by a thick integument which proceeds from the 
sporophyll. The microsporangia too have a similar integument. The 
assumption then that the integument of the ovule in Spermophyta took 
origin from the sporophyll is not altogether unsupported by analogy, and 
the known cases of virescent malformation^ are conformable also with 
this. We may also recall in this connexion that the outgrowth beneath 
the ovule in the Cycadaceae (Fig. 400, certainly belongs to the carpel, 


« Scolt. Note on the Occurrence of a Seed-like Fructification in Certain Palaeozoic Lycopods, 
Proceedings of the Royal Society, Ixvii (1900). 

^ Part I, p. 183. 
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and may be considered as an approach in some measure to a second 
integument, and that in the Eusporangiate Pteridophyta the stalk of the 
sporangium has been explained as arising through an outgrowth of the 
tissue of the sporophylP. 

Development of the Integuments. To enter into a description 
of the development of the integuments here is unnecessary as no new point 
of departure or facts has been brought forward during the last twenty 
years. I will mention therefore only shortly the following:— 

1. The integuments arise always as lateral outgrowths on the ovule below the 
nucellus, which is laid down everywhere as a terminal structure, even in cases where 
in its taler stages, on account of the massive development of the integuments, its 
terminal position is not apparent, as in many Sympetalae, whose ovules have a thin 
nucellus and one massive integument. 

2. In alropous'^ ovules the integuments arise as a circular wall. 

3. In anatropous and campylotropous ovules the development of the integument, 
if only one is present, is arrested on the side turned towards the funicle, or forms 
there only the portion of the integument devoted to the micropyle. 

4. Where two integuments arise, in the majority of cases, the inner is the one 
first formed, then the outer—Euphorbia is an exception. In anatropous ovules the 
outer integument then shows the arrest above mentioned, that is to say, is not 
developed upon the side next the funicle. 

5. In small ovules the integuments proceed from the outermost cell-layer. 
Where there is more massive construction of the integument deeper ceil-la)ers 
also share. 

6. The number of the integuments is generally within one large cycle of 
affinity constant: two in most Rlonocoiyledones and choripetalous Dicotyledones’ 
also in the Primulaceae; one in most sympetalous Dicotyledones, the Cupres- 
sineae, Abietineae, and elsewhere. Yet there are within one family varia¬ 
tions which more accurate investigation may show perhaps to be derived. For 
example, Aconitum has two integuments to its ovule, whilst the nearly allied 
Delphinium has only one. But ovules of Delphinium * at a middle stage of 
development show clearly at the micropylar end—especially if they be looked at 
whole and not in section—that the integument is double, and we may regard the 
integument of Delphinium as the result of a concrescence of two. The phenomenon 
is quite like that of the origin of a sympetalous corolla. In the cycle of affinity 
of the Ranunculaceae one might, upon the basis of the facts above mentioned, 
conjecture that the ovules provided with two integuments were a more primitive type 


‘ See p. 60J. 

« A for straight ovules should be avoided, as it is used now of shoots in 

a aenmte sense, which does not fit most atropous ovules. 

* 2 "! is possessed by the UmbelUflorae and many Ranunculaceae. 

Ten-. cashmirianum was examined. See also Slrasburger. Die Coniferen und die Gnetaceen. 

seciLf of the outer integuments often appears slight, or not at all, upon 

ovules it u" outer integument shows that, as usual in anatropous 

ovules, It IS only developed upon the side turned away from the funiculus. ^ 
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from which that with one integument has been derived. We might see the like also 

m other c)-cles of affinity, especially in the Rosaceae. Spiraea Lindleyana> has two 

separate integuments; in Spiraea Fortunei and others they hang togefher, except at 

the micropylar region; m Spiraea Aruncus, S. Ulmaria, and S. Filipendula there 

IS only one Also in Hippuris Van Tieghem considered that the integument is 

the result of the fusion of two which are quite separate from one another in 
hlynophyllum. 


Ategminous Ovules. Naked ovules—that is to say ovules with no 
integument—occur both in Monocotyledones and Dicotyledones, but the 
question arises whether this behaviour is a reduction or a primitive one, and 
with what biological relationships it stands in connexion. Some examples 
therefore of it will be given:— 


MONOCOXyLEDONES. 

Ajiaryi.lide.\e. In this family we find ategminy of the ovules in 

Crinum. Tlie ovules of this amaryllidaceous plant, which is neither a parasite 
nor a saprophyte, have no integument®. The ovules appear on the placenta as 
slightly differentiated swellings provided with a funiculus, and they contain, not 
infrequently, more than one embryo*sac. This rudimentary construction may be 
connected with the fact tliat no seed-coat is formed®. The seeds are arranged for 
immediate germination, and are protected only by some layers of cork-cells which 
are formed from the endosperm. As a matter of fact the endosperm develops here, in 
the main, independently of the nucellus. It contains chlorophyll also and forms, in 
a certain measure, a passage to a development independent of the megasporangium. 

The other Amaryllideae have mostly two integuments. Amaryllis Belladonna 
lias only one. Although we have no comparative history of the development of the 
seeds of this family, such as is necessary in order to form a secure basis for phyletic 
conclusions, it appears to me that the facts, so far as we know them, are in favour of 
a reduction. 

DICOTYLEDONES. 

.\mongst these we find ategminous ovules chiefly in some parasites and 
sajirophytes, but also in other plants. 

Gentianeae. Whilst other geniianaceous plants possess ovules with one integu¬ 
ment the saprojihytic Voyria has an ovule which is described as naked*. 

Voyria. The ovules in this genus occur in large numbers within the ovary. 
They are elongated but have a normally constructed and normally arising embryo- 

* \:in Tieghem, Structure tie quciques ovules, Journal de Bolaniquc, xii (1898), p. 213. 

* See Goebel, Pflanzcnbiulogischc Schilderungcn, i (1889), p. 129, confirming ihe statements of 
Prillicux and of A. Brauo. Sec also the literature cited by A. Braun, Ober Polyembryonie un 
Keimung von Coclebogync, in Abhandlungen dcr Berliner Akademie (1859). 

* That is to say, tlie laying down of an integument may be suppressed because the whole economy 
of the seed is of such a kind that the sced-coat, which would protect it otherwise during the resting 

period, is not required. , t l w • k in 

' Johow, Die cblorophyllfrcien Huinusbcwohner WesModiens, in Pringsheims Jahrbucher, xvi 

(1885), p. 442. 
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sacSome years ago I had tlie opportunity of gathering in \'enezuela. on the 
slopes of the Cumbre dc San Hilario, plants of Voyria azurea, which decked with its 
blue flowers the soil of the shady woods and grew along with a number of mono- 
cotylous saprophytes. After examination of, I must admit, only a small amount 
of material, there seemed to me to be an indication of an integument, and of a 
micropyle as a shallow, easily overlooked indentation (Fig. 401, Mi). Johow has 
remarked that the ovule, after the formation of the embryo-sac, corresponds essen¬ 
tially with an anatropous one. I would consider the terminal outgrowth of the ovule 
as belonging to the integument, which here in other respects remains stationary at an 
early stage of development. The extremely rudimentary nucellus experiences no 
curvature, as in anatropous ovules elsewhere, but it develops from the first in an 
inverted position, so that, to speak in comparative morphological terms, we have 
a ‘ congenital curvature.' I have shortly referred to this case because it appears to 
me to support clearly the assumption of a reduction. Why this condition should be 
brought about we do not know. It is probable that it is teleologically * connected 
with the great number of ovules, perhaps 
causally with the saprophytic, in others the 
parasitic, mode of life. But then against 
this we have the fact that aiegminous ovules 
occur also in a number of autotrophic plants. 

It is then very possible that the want of the 
integuments of the ovule has really nothing 
whatever to do with parasitism and sapro- 
phyiism, but that amongst j)lants with this 
kind of ovule a certain number have re¬ 
tained a p.irasitic type. 

Olaci.veae. Valeton and Van Tie- 
ghem * have shown that ategminous ovules 
occur in some plants which are commonly 
reckoned in the family of the Olacineae—in Olax, Liriosma, Schoepfia—whilst other 
plants belonging to this family, in the old sense, have ovules with one or two 
integuments. A parasitic or saprophytic mode of life of those Olacineae which are 
provided with ategminous ovules, has not yet been shown. 

Regarding Van Tieghem's peculiar systematic views I do not require to say 

anything after what has been said above about the Amaryllideae and Geniianeae; 

I may add only that the rubiaceous plant Houstonia, which is autotrophic, has 
ategminous ovules *. 

Santalaceae. In this family we find, for example in Thesium three naked 
ovules upon a free central placenta. Each of them stands opposite one of the three 



Fig. 4^>*- Voyrii aiurca. I anJ II, ovuk of 
TniOJle <Ir\^lopiii«*nt in lon(>itu<linal scclion. Ill, 
(he in transverse section* Megasporocyte 

shoMn ; ruiJimentar>' micropyle. 


* By tetrad-divUioQ. % 5^^ p 

If i ovules sans Ducelle, formanf le groope des Innuccll^es ou 

Santalm^a. ,n Bulletin de la Socidtd Botanique de France, xliii (.896), p. 543. See also Eneler in 
Engler und Prantl. Die natiirlichen Pflanzenfamilieo, Nachtrage zu 111 , fp! L. ® " 

According to a communication in a letter from F. E. Lloyd 
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carpels. A small depression can be seen at the ape.v of this ovule, as in Voyria, and 
may be considered as the remains of a micropyle, so that the Sanialaceae possess the 
indication of thick integument. The formation by tlie embryo-sac at its basal 
end of a haustonum, which bores deeply into the placenta, is a feature which is 
widely spread in the Sympetalae. 'Fhe growing out from the ovule of the embryo- 
sac at its ape.x, where the formation of endosperm takes place, is seen also in Crinum, 
and IS probably connectetl with the rudimentary construction of the whole ovule. 
That no relationship exists between this rudimentary construction and the number 
of the ovules is clear. Of the three ovules only one becomes perfect, and the 
envelope of this is supplied by the ovarian wall, as there is no seed-coat present. 

Such rudimentary ovules are found in particular in parasites which form rich 
endosperm and a complete embryo—at least this is true for 

Lor.\nthaceae e owe our knowledge of the ovules in this family to the 
investigations of Treub \ 

Lorantbus sphaerocarpus. In Loranthus sphaerocarpus a free central placenta 
rises up at the base of the ovarian cavity, which bears some very rudimentary 
ategminous ovules, and later becomes concrescent completely with the inner surface of 
the ovary, so that the embryo-sacs then are embedded apparently in a tissue filling the 
ovary. The reduction goes further in Viscum articulaium and Loranthus pentandrus, 
where there is a central placenta, and ovules are no longer formed upon it. 

Viscum articulatum. Viscum articulatum * possesses an ovary formed of two 
carpels which so closely unite with one another that only a narrow slit remains 
between them. Where this slit ceases at the base of the ovary many embryo-sacs 
proceed out of some cells rich in protoplasm, which lie near one another or are 
separated by parenchymatous cells; of these embryo-sacs, however, only one 
experiences a further development. 

Loranthus pentandrus. A similar development appears in Loranthus pentan- 
drus. If we compare it with that found in Loranthus sphaerocarpus we can have no 
doubt whatever that we have to deal with a reduction. The placenta and the ovule 
are then not ‘congenitally concrescent’ with the tissue of the ovary, but have not 
come into existence—like the pollen-moiher-cells of Cyclanihera*, which do not 
differentiate in a specially constructed pollen-sac, but in a ring-like swelling of the 
flower-axis; the mother-cells of the embryo-sacs of the Loranthaceae do not develop 
in the ovule, but in the flower-tissue beneath the ovary. The megasporangium then 
is suppressed in its differentiation, only the megaspores develop, and, as in the 
Sanialaceae, they show often peculiar phenomena of growth which liave a most 


* Van Tieghem’s more recent work is set forth by tngicr, in Englcr und Prantl, Die naturlichcn 

I'llanzcnfamilien, Nachtriigezu III, i, )>. 124. , t> „ ....r i; 

* Treub, Observations siir Ics I.oranthacees, in Annales du Jardin bolanique e ui c z g, 

(188.). p. 54 : hi P- >• T^^h’s results completed and corrected the 

meister, Neue Ucilriige zur Kenntniss der Embryobildung der Plianerogamen : I. DiUtyledonen, 
Alhandlungcn der Koniglich sachsischen Oesellschaft der Wissenschaften, n (i 859). 

> The same is the case in Viscum album, see Jost, Zur Kenntniss 
„ BoUniscLe Zeitun^, xl (.SSS), p. 357 . The of .he 

daughter-cells, the lower of which soon forms upwards an outgrowth, this I 

haustofial formation. ^ P* 554 * 
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intimate connexion with tlie nutrition of the mcgaspores—a connexion which of 
course is different from what it would be were the megaspore in a well-formed 
megasporangium. Other cases, which will be presently mentionetl, show us that the 
embryo-sac lives as a parasite, and lh.it it derives its nourishment from wherever it 
best can. 


B.ai.a\oi‘HOKE.\r. The reduction goes furthest in the Balanophoieae, whose 
behaviour I'reub * has made clear. There is neither a flower-envelope nor carpels 
visible in the fem.ale flower here. The w hole flower consists of a cell-body, of which 
a hypodermal cell (Fig. 402) becomes an archesporium *. whilst the outer cell-layer 
grows out into a long pointetl process; the whole structure has a certain resemblance 
to an archegonium, but there is 
no neck-canal. As other Balano- 
phoreae’ possess usually two 
carpels with a central placenta, 
and two very slightly differenti¬ 
ated ategminous ovules, it appears 
most natural to derive Balano- 
phora from them by assuming 
that 

1. The formation of tlio 
carpels is suppressed. 

2. The number of the ovules 
is reduced to one. 

3. The formation of the 
ovules lakes place out of the 
primordiuni of tlie flower itself ^ 
in which one can no longer speak 
of an ‘ axis,’ as this expression 
has a meaning only when we 
understand a structure that pos¬ 
sesses at least the possibility of 
bringing forth organs as appen¬ 
dages. 

The case is quite like what occurs in the vegetative organs of manv parasites. 
We know from the researches of Solms-Laubach that, for example in species of 
Pilostyles*, the vegetative body of the parasite which bores into the host may be 



FiC. .40^. I<aUno]>liOi.*i i 1 , female orgAn in 

lonj'ituilmal srciion. II. oMrr tcttiali* in vimilar section 

showinj; the archr^poriuin, winch is ^hailol. Ill, female organ 
nearly maiure in like section ; embryo-'iac •lc\clope«l. I inaghiSf*! 

II an«l HI inagniticil After Treub. 


* Treub, I.’organe fcmelle et rapogamie du Ualanophora elongaia, 151 ., in Aiin.-vles du Jardin 
botanique de Buitcn^org, xv (1S98), p. i. 

’ Somelimes this divides once, sometimes it does not divide .at all, and then at once becomes 
a megaspore. 

’ See Lotsy, Rhopalocnemis phalloides, in Annales du J.ardin botanique de Buiteuzorg, se‘r. a, 
UU901). p. 73 - Lotsy thinks that the Helosideae, to which Rhopalocnemis phalloides bclotii's, 
^'doubtfur^'*^*"^ Balanophorcae; even if one does so their near relalionsitip would not 

‘ An analogous case would arise if the male (Tower of Juniperns were reduced to one of its 
microsporangia. Seep. 516. * Seep. 215. 


622 


THE SPORANGIUM OF SPERMOPHYTA 

reduced to a single hypha-like strand of tissue. In this there is no possibility 
of applying the ordinary morphological schemes. The same is the case in the 
flowers of Balanophora. We do not know here, as elsewhere, in what connexion 
the reduction stands to the parasitic mode of life. If such a connexion exists it may 
be of two kinds,— 

(a) that is to say, conditioned by the parasitic mode of life itself; 

(i) ludirecMhal is to say, the parasitic mode of life permits of the retention of 
variations in structure which may also appear in non-parasitic plants, but are there 
incapable of persistence. An indirect connexion of this kind—of reduction with 
mode of life—has been already shown to be probable in Utricularia and the Podo- 
stomaceae 

From what has been said we gather that in the ovule, and partly also 
in the whole gynaeceum of the Angiospermae, considerable reductions may 
take place. VVe can hardly designate as a reduction the limitation of the 
integument to one, but we may certainly call it a reduction if the formation 
of the integuments is entirely suppressed, although we may not be able to 
give the reason for this. At the same time it is easy to understand that 
where the integument plays no longer any part in the formation of the 
seed-coat—and this is the case in many plants in which the envelope of 
the seed is formed by the pericarp, the seed-coat being at the same time 
destroyed, for instance in Gunnera, the grasses—the formation of the 
integument may from the first be suppressed. We must assume that 
the ‘tendency to disappear’ may show itself in all organs in individual 
forms, and that this then leads to an abortion if this can take place 
without injury to the whole economy of the plant. It would be of course 
quite absurd to endeavour to group plant-forms which have naked ovules 
into otic systematic group. It is quite clear that this condition is developed 
in different cycles of affinity. 

A further stage of reduction is that in which the ovules and placenta 
no longer appear as definite organs within the gynaeceum, as in Viscum, 
but the megasporangia are sunk in the tissue of the mcgasporophyll. 
Finally, in Balanophora the differentiation of the megasporophylls them¬ 
selves is suppressed, the whole flower is evidently reduced to one mega¬ 
sporangium. It has been shown - how this example specially illustrates 
the fact that we cannot deny the occurrence of far-reachiug changes m the 
formation of organs, and that our work at first must be to make a picture 
of how they have come about, but not to endeavour to read into a terminal 

member of a series its first beginnings. 

THE NUCELLUS. 

DEVELOPMENTS WITHIN THE NUCELLUS IN RELATION TO STIMULI. 
The megasporangium of Spermophyta is distinguished from that of 


* See p* 24!. 


» See p. 567 - 
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Pteridophyta by the fact that the megaspores germinate within the 
sporangium, and that the megasporangium with its envelope or envelopes 
develops, after fertilization, into a seed. Approaches to this behaviour 
are found in some I’tcridophyta. In Salvinia the megasporcs germinate 
within the megasporangium The megasporcs in many species of Sela- 
ginella^ undergo the first stages of germination within the megasporangium, 
are then emptied out of the megasporangium, and only later resume their 
germination. An actual transition to seed-formation does not appear in 
any living forms; such a transition would not even exist if, for example 
in Sclaginclla, there were found forms in which the megaspores were not 
shed from the sporangia, but remained enclosed in the megasporangium 
until gcrminatioti of the embryo of the sporophyte From the teleological 
side one might consider it a stop forward were the megasporcs, which 
represent a considerable expenditure of plastic material, no longer shed 
from the mother-plant, away from which it is uncertain whether they find 
favourable conditions for germination and fertilization, but from which 
when they separate they carry usually reserve-material sufficient for the 
first development of the embryo which proceeds from the fertilized egg. 
As a matter of fact we observe tliat the plant is, so to speak, always more 
sparing with material the higher we rise in the scries of the Spermophyta: 
the Cycadaccae form in their megaspores large prothalli even without 
pollination ; the Coniferac allow of the germination of the megaspore within 
the megasporangium only after the stimulus of a pollen-tube ; upon this 
stimulus is dependent in some Angiospermae the laying down of the ovules, in 
others their further development at least. Some examples may be quoted. 

The female flowers of Qucrcus and Fagus, also Corylus, show no trace 
of ovule at the time of pollination. So far as I know it has not been 
experimentally proved, but it appears probable that the stimulus exercised 
by the pollen-tube starts a further development ^ It is certain that this is 
the case in the Orchideae whose ovules are quite rudimentary at the time 
of pollination, and also in some Dicotj’lcdones, for example in Fraxinus, 
Forsythia, and Syringa dubia ; whilst in other Oleaccac®, such as Syringa 
vulgaris, Fontanesia Fortune!, and species of Ligustrum, there are well- 
developed ovules at the time of pollination. 


* This may be connected with the aqttatic life. 

Bruchmann says that Sclaginclla spinulosa is an exception. 

Compare F. ^I. Lyon, A study of the Sporangia and Gametophytes of Sclaginclla apus and 
aelaginclla rii]>eslris. in Uotanical Gazette, xx.xii (lyoi), p. 124. 

* How far the several genera differ in this character requires investigation. In Cycas, .as it gro\v> 
m our plant-houses, the formation of archegonia lakes place in the prolhallium of some, usually not 
all, of the unpollinated ovules. 

of ‘s su] pressed in Corylus if the male catkins discharge their 

Jn development of the sligmas. and this hapj^ens in many springs and may be considered 

proof of the connexioa mentioned above. 

ice Bilhngs, Beitrage zur Kenntniss dcr Samencntwicklung, in Flora, l.sxxviii (1901). 
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In the Coniferae the development of the megaprothallium depends 
upon the pollination but not upon the fertilization ^ the Angiospermae 
go one step further. Out of the germ-tube of the microspore two nuclei 
pass into the megaspore in fertilization, as has been shown by the investiga¬ 
tions of Nawaschin, Guignard, and others 2. One of these stirs up the 4 g 
to a further development. It effects the fertilization. The second one 
stimulates the formation of endosperm. Whether we speak of this as 
a ‘ double fertilization ’ or not is to my mind non-essential. I have always 
seen in the process, since it became known, only an arrangement which 
secures the further development of the endosperm in those cases where 
formation of an embryo takes place. 

Parthenogenetic State. This feature too is not without exception. 
We have come to know of, in recent times, many examples of partheno¬ 
genetic formation of embryo, and these are being multiplied. In these 
cases the formation of the endosperm proceeds at the same time without 
the stimulus which is given in other plants in the way described, whether 
the embryo proceed from an unfertilized egg, as in Antennaria alpina and 
most of the species of Alchemilla that have been examined, or from a cell 
of the endosperm, as in Balanophora. We have learnt to distinguish in 
sexual reproduction two processes:— 

1. the taking over of paternal and maternal qualities into the germ; 

2. the stirring up of this germ to further development. 

The stirring of the germ to further development may result through 
factors other than the union of the male and female cells. What is the 
development-stimulus in the seeds produced parthenogenetically we do 
not know, but it appears to me very probable that in many cases it is 
^he pollen-tube which without causing fertilization stimulates the further 
development and the formation of embryo. Where as in Balanophora 
and Alchemilla, with the exception of Alchemilla arvensis, usually no 
pollen-tube is formed, we naturally cannot speak of this, but in the 
formation of the adventitious embryos out of the nucellus, as they occur 
in Funkia, Citrus, and elsewhere, and also in Casuarina, as will be men¬ 
tioned below, we have analogous cases. I do not see why the pollen-tube 
should not in many cases stir up the egg also to further development 
without effecting fertilization. 


‘ Hofmeister, Allgemeine Morphologic der Gcwachse, p. 637. showed that, for example, m 
orchids the further development of the ovules can also be brought about by foreign pollen, which can 

cause no fertilization. , , , . _ 

> I pointed out. in 1883. that the effect of fertilization also reached the secondary «'"br>o.sac 

nucleus In all the cases examined by me this (nucleus) is connected with the egg “^ans oj 

a plasma.strand, so that a material influence upon this from the egg or pollen-tube can take place 

This material influence consists in a union of nuclei as the beautiful 

authors mentioned have shown. Goebel, Vergleicbende Entwicklungsgesch.chte ^ 
in Schenk’s Handbuch der Botanik, iii (>884). p. 4 ^ 9 - See also Strasburger. m Botamsche Zeitung. 

lii (1900), p. Z93. 
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Development of the Megaspoke. The most important part of 
the nucellus is the megasporc or embryo-sac, and we may ask now how far 
the megaspore in its origination conforms with that of the Pteridophyta 
In the Pteridophyta it arises everywhere by a division into four of the 
sporocyte. The megasporc of the Spermophyta proceeds also from a 
sporocyte, but the daughter-cells of this do not all become megaspores, 
although all have the potentiality of so doing-. The number of cells into 
which the megasporocyte divides is in many Spermophyta likewise four, 
and in recent times it has been many a time shown that this behaviour 
is far more general than was earlier supposed, when the number of the 
daughter-cells was considered as variable ^ That the division into tetrads 
is a generally spread phenomenon seems very probable, since Overton's 
investigation of the relationship of nuclear division, directed to establish 
the homology of the megasporocyte and microsporocytc, showed that in 
both cases the number of the chromosomes in each is one-half that of the 
other cells'*. Four daughter-cells have been found in Gymnospermae ^ 
as well as in a number of Monocotyledones and Dicotyledones. That 
a reduction of the divisions can take place is shown by the fact that in 
many plants the megasporocyte passes directly into the embryo-sac 
without division, for instance in Tulipa and other Liliaceae. I do not 
sec why if in these cases the division is generally suppressed there should 
not also occur a reduction in the two or three divisions. 

In the arrangement of the walls of the division the tetrad-formation 
varies from that which is usual in sporocytes, because the daughter-cells 
are usually arranged in one longitudinal scries. Seldom do they lie through 
longitudinal division two beside one another. This variation often occurs 
also in pollen-tetrads. The lie of the division-walls in the pollen-tetrads 
is determined by the conformation of the pollcn-mothcr-cells®. I may 
illustrate this shortly in one example. Fig. 403 shows pollen-tetrads of 
Typha Shuttleworthii. The most usual arrangement is that of Fig. 403, 1, 

' 1 do not requite to quote any litcralnrc, for it is found in all te.\t-l>ooks. 

* See Goebel, Vcrgleichende Ent\vicklungsge$chichte dcr I’llanzenorgane, in Schenk's Handbuch 
der Botanik, iii (1884). 

’ See JucI, Beitragc zur Kenntniss der TetradenteiUing, in Pringslicitn's Jahrbiicher, xx-xv (iqoo), 
p. 6:6! Kdmicke, Studicn an Embryosackmuttcrzcllen, in Sitzungsbcrichte der Niederrhein. Gtsell- 
schaft fiir Natur- und Heilkunde, 1901. The literature is cited here. 

‘ See Strasburger, Histologische Beitragc, Heft vi; id., Uber periodische Reduktion der Chromo- 
someozahl im Entwicklungsgang dcr Organismeii, in Biologisches Centralblalt, xiv (1S94). 

’ In Larix, by Jucl, op. cit. In Pinos Laricio, Coulter and Chamberlain, Morphology of Sj)erm.-ito- 
phytes. New York ami London, i, p. 161. 

* Goebel, Zur Embryologie der Archegoniatae, in .-trbeiten des botanischen Instituts inWiirzburg, 
ii (1880), p. 441. The assumption there made regarding the succession of the division-walls was 
incorrect. There evidently takes place, as Wille later j>ointcd out, a rejve.ated bipartitioii of the 
mother-cell. This is, however, of subordinate importance as against the gentral connexion, that 

is now also .accepted by later authors, between the conformation of the mother-cell and the direction 
of division. 
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where the pollen-mother-cell has divided into four in one plane of division. 
In Fig. 403, 2, the two planes of division have crossed. In Fig. 403 3 they 
have an oblique position to one another, and the arrangement approaches 
that of the tetrad. More rare are the forms which are shown in Fig. 403,4 
and 5, which, however, are of especial interest for a comparison with the 
megasporocj te. We may well assume that the elongated conformation of 
the pollen-mother-cells, which determines the arrangement of the daughter- 
cells. is connected with the relationships of space within the microsporangium. 
Further, in the megasporangium it is of the first importance to remember 
that the megaspores do not lose touch one with another, and therefore 
cannot acquire the spherical form, which for the ordinary tetrad-arrange¬ 
ment is the most suitable. The division by transverse walls suits much 
better their position in the long axis of the megasporangium b 

The phenomenon that only one of the four daughter-cells normally 
develops further into a megaspore may be connected with the reduction 
in the number of spores in the megasporangium, a reduction which finds its 

extreme expression in the suppression of 
the tetrad-formation altogether in cases like 
Tulipa. Moreover, there are analogies with 
this in the megasporangia of Salviniaceae 
and Marsiliaceae, and in the formation of 
the microspores of some Monocotyledonesb 
The megaspores of the Cycadaceae and of 
many Coniferae have still an evident cuti- 
cularized exosporium which, as a reminis¬ 
cence of the behaviour of free-living mega¬ 
spores, is of interest. 

We must now speak shortly of the structure and the development 
of the megasporangia in Gymnospermae and in Angiospermae. 

{b) Special Features of the Megasporangium of 

Gymnospermae. 

Cycadaceae. Owing to the difficulty of obtaining material, the 
development of the megasporangia in none of the Cycadaceae is completely 
known, yet we do know that the ovule has a primitive character, that is to 
say, it is allied to that of the sporangia of the Pteridophyta. This con¬ 
clusion is based upon the following:— 

(i) The existence of a somewhat copious sporogenous tissue {Fig. 404, 

‘ That in an arrangement of tetrads, as is shown in Fig. 403, only three cells may easily be 

visible upon the section is evident, and Johow has figured a case like this for Voyria. . , j i, 

* See regarding Carex, Juel, Beitrage zur Kenntniss der Tetradenteilung, in Pringsbeim s Jahr- 
biicher, xxxv (1900), and Wille’s work cited there. 



I'lO. 40^ Tj'pha Shuttle worth! i. Pollea- 
tetrads. Magnified. 
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Sp), from u'hich, however, so far as w-c know, only one cell develops 
further as the megasporocyte. 

(2) The funicle arises by a subsequent elongation of the tissue of the 
sporophyll. 

(3) The nuccllus arises evidently by a further development of the wall 
of the sporangium. 

To these may be added that the development of a pollen-chamber in 
the nuccllus may be considered, as in Ginkgo, a primitive character. 

Our knowledge rests upon the investigations of Warming of Treub 
and of W. H. Lang^. Wc shall take Treub’s investigations of Ceratozamia 
longifolia as our starting-point, as they deal with the earliest stages, and 
confirm and complete Warming’s work. 


Ceratozamia longifolia. An ovule springs from the edge of the sporophyll 
where it passes over into its 
zone of insertion. The tissue 


at this point has a meristic 
character, and produces two 
outgrowths, which may be 
recognized as the primordia 
of two ovules. If a longi¬ 
tudinal section be made 
through this we obtain a 
picture which is quite like 
that observed in the trans¬ 
verse section of a young 
sporangium of Ophioglos- 
sum: under the epidermis is 
a group of sporogenous cells 
which have clearly arisen by 
the division of one or some 
few archesporial cells. Their appearance is then the first differentiation within the 
primordium of the ovule, which at this period is essentially like the primordium of 
the sporangium of Ophioglossum. Between the epidermis and the sporogenous 
cell-mass there lies one or it may be more cell-layers which have a different destiny; 
they do not share in the formation of the sporogenous cell-mass, but they become 
cells which are designated layer-cells. Two changes proceed in the older stages: 
by the growth and splitting of the layer-cells an outgrowth is formed covering the 
sporogenous cell-mass (Fig. 404, Nu), and simultaneously there rises up around the 



Fig. 4^* C<ratoxAfnia Ovule in longitudlDa) section ; 

A14 integument ; A//, oicropyle ; nuccllus; Sp, sporogenous tissue. 
|[. Stangeriu puruclox.i; AV nuccllus in longitudinal section; Sp, sporo 
cyte surrounded by sterile sporogenous tissue. I slightly roaeoified: 
ufier Treub. II after V\*. H. I^ng. 


BetragtDinger over Cycademe, in Overeigt over de kongelige 
im 1879 " ' Forhandlinger, 1877: id., Bidrag til Cycadeemes Naturhistorie, 

* \v'u’ Cycad^s. in Annales du Jardin botanique de Builenrorg, iv (1884^ 

Ovnll'oVq. Development and Morphology of Cycadean Sporangia: II. The 

nles of Stangena paradoxa, in Annals of Botany, xiv (1900). 
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^orogenous mass an annylar wall which is the primordium of the integument 
The outgrowth referred to is the primordium of the nucellus which now like the 
integument continues to grow. The number of the cells of the sporogenous cell- 
mass increases, and the whole cell-mass becomes more sharply delimited and is 
surrounded by narrow cells stretched in the longitudinal direction, regarding which 
It IS questionable whether they may be considered as tapetal cells. Somewhere in 
the middle of the sporogenous mass there is found a large cell—the mother-cell 
of the embryo-sac (Fig. 404, II, Sp). It divides into usually three cells, but it is 
possible that the formation of tetrads also occurs here. At any rate one of the 
daughter-cells grows into the megaspore, and overwhelms the others. It becomes 
filled subsequently with the prothallus which produces the archegonia. In Stangeria 
the formation of the prothallus appears to be dependent upon pollination. The 
differentiation of the megaspore is completed here in quite the same way as is that 
in Isoetes^ and we may assume that the tapetal cells also proceed from the sporo¬ 
genous cell-mass. At the apex of the nucellus the pollen-chamber arises by re¬ 
sorption in the nucellar tissue (Fig. 400, I). 

CONIFERAE. The ovules have sometimes two integuments, some¬ 
times only one. The integument develops into a wing in some forms 
when they are ripe, for example in Dammara; in the Abietineae the wing 
appears to unite with the seminiferous scale, but evidently is derived 
originally from the integument. The relationships otherwise conform 
essentially with those of the Cycadaceae, yet, so far as investigation enables 
us to judge, the sterilization of the sporogenous cell-mass appears to have 
proceeded a stage further in many cases; nevertheless it is fairly developed 
in the Cupressineae, where its origin, as shown in the young stages which 
have been observed in Cupressus, can be traced back to a few-celled hypo- 
dermal archesporium The material is laid down in the nucellus, for use 
later by the megaspore. 

Strasburger found in Larix one megasporocyte as is the case in other 
Abietineae. In Thuya and Taxus he found many. The earlier the sterilization of 
the sporogenous cells begins the less do they differ from the other cells of the 
nucellus, so that it is often merely a matter of opinion what one will designate 
as ‘ sporogenous cell-mass.’ This is a consequence of the nature of the course 
of development which has been briefly sketched. 

Gnetaceae. Space forbids our entering into an account of the 
interpretations of the much-discussed relationships of the ovule, especially 

^ See p. 212. 

^ This gives off, however, nomcrous cells also for the construction of the nucellus. At t e momen 
of pollination I find in the Cupressineae that have been examined a more or less developed sporogenous 
cell-mass, which is overlain by a copious nucellar tissue which serves later for the nutrition 0 
megaspores, just as nutritive material which is laid down in the many-celled in t e y® 
sporangium of Hotrychium serves chiefly for the construction of the spores. The 
cell-mass in Juniperus, where it consists of only few cells, lies about the place where the in eg 
is inserted. In Callitris it is somewhat deeper. The megasporocyte appears in Juniperus 
time often clearly marked out by its sue and richness of contents 



FEMALE SEXUAL ORGAN OF GYMNOSPERMAE 629 

of the formation of tlie integument in this family ^ and a short exposition 
would not serve to make clear the relationships of the several forms-. 

FEMALE SEXUAL ORGAN OF GYMNOSPERMAE. 

'I hc formation of the female sexual organ, however, may be noticed hero:— 

Cycadaceae, Ginkgoacoao, Coniforae. These families possess archegonia 
which are embedded deeply in the prothallus, and there is an egg which reaches 
ffiant dimensions in the Cycadaceae. In consequence of the size of the egg there 
is always a special cell-layer around it which plays an important part in its nutrition 
The neck of the archegonium, except perhaps in Cycas, does not project beyond the 
surface of the prothallus, and as it docs not open no neck-canal-cell is formed. The 
formation of the neck-portion is strikingly variable. In the Cycadaceae, Ginkgo, 
Cephaloiaxus Fortunei, Sequoia sempervirens, Tsuga canadensis, there are only two 
neck-cclls, but in the most of the Coniferae there are four—the so-called rosette — 
which may divide by periclinal walls into one or more tiers, each composed of four 
or eight cells, as in Abies. We do not know whether this varying behaviour of the 
ncck-portion has any biological significance. 

Gnetaceae. Tlie Gnetaceae exhibit peculiar and remarkable relationships. 
According 10 Strasburger * E]>hedra possesses a typical coniferous arcI>egonium with 
a long neck which appears to be but little diflferent from the surrounding cells 
of the prolhallu'. In WeKvitschia* Strasburger found a considerable simplification 
in the formation of archegonia. The twenty to sixty initials lying at the apex of the 
prothallus do not divide further, but form only outgrowths which grow into the 
nucellar tissue ami against the pollen-lubes. Each archegonium is then reduced 
to a single cell surrounded by a membrane. 

The behaviour of the mcgasporc in Gnelum, which has recently been studied by 
Karsten* and Lotsy^ has special interest. In Gnetum Gnemon {Fig. 405) free 
nuclear division at first takes place in the embryo-sac and leads to the formation of 
the prothallus, as in ilie Coniferae, but the formation of cell-tissue only follows at the 
lower end of the embryo-sac. At the upper end the nuclei remain free, embedded in 

* I may only mention tli.M Ephetira possesses one jiUegument, the outer mtcgiiment-like envelope 

is evidently formed by llic concrescence of two leaves, .ns it is in Welwitschia, whose integument often 
fi)rras a stigm.vlikc structure above (Fig. Gnetum h.as evidently three integuments. 1 may 

refer to Lotsy’s interpretation according to which there is here only one integument, and the outer 
envelopes constitute a peculiar perianth. With regard to Ephedra, see J.accard, Uecherches embryo- 
logiques sur I’Epherlra helvelica, Diss. inaug., Lausanne, 

’ Sec Coulter and Chamberlain, Morplrology of Spermatophytes, New York and London, 
p. itQ, where more recent liter.ature is cited .although not fully. 

Arnold!, Beitragc 2ur .Morphologic dcr Gymnospermen : IV. Was sind die * Kcimbliischen ’ oder 
‘ Hofmeisters-Kdrperclien ■ in dcr Eirclle der Abietincen? in Flora, Ix.ixvii (I900), p. 194 The 
literature is cited here. 

‘ Sec also Jaccard, op. cit. 

* The relationships here require renewed investigation. It is questionable whether the .archeconia 
are really function.al. 

* Karsten, Untcisuchungen iiber die Gattung Gnetum, in Annalcs du Jardin bot.anique dc Duitcniorg, 

('^93): i<l-, in Cohn's Beitragc zur Itiologie der Ptlanzcn, vi. 

’ Lotsy, Contributions to the Life-history of the Genus Gnelnm, in Annalcs du Jardin botanique dc 
Biutenzorg, XIV {1899'!. ’ 
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the protoplasm, and they may be regarded as free cells, although a definitely limited 
portion of the protoplasm around each single nucleus cannot be proved These cells 
or nuclei are egg-cells. They can all be fertilized, although only one embryo develops 
further. The germinated megaspore then has two regions, which, at least in the 
beginning, are marked out by a slight constriction : the upptr generative region and 
lower vegetative region. The vegetative region has the duty of bringing up the plastic 
material for the funher growth of the megaspore at the cost of the nucellar tissue in 
the same way as happens in the Angiospermae. The formation of the cell-tislue 



Fig. 405. Gnetum Gnemon. 
Megaspore. To ihc right, 
above, another roegaspore 
compressed and pusheef to 
one side. Magnified 37. After 
Lotsy. 



F1G.406. Gnetum. Upper part of a megaspore in longitudinal section; 

apex of pollen'tube; mk^ male DueJei; PK^ tabe-nocleus; vjky 
female nuclei. After Karsten. Lehrb. 


in the antipodal region of the megaspore did not occur in the species of Gnetum 
(Fig. 406) examined by Karsten, but the whole embryo-sac behaved like the upper 
end of that of Gnetum Gnemon. 

Although our knowledge of the development of Welwitschia presents many 
gaps, and that of Ephedra requires careful reinvestigation, yet we can arrange the 
behaviour of the megaspores of the Gymnospermae evidently in one series, of which 
the following are the members’:— 


» Apart altogether from the role which the pollen-tube exercises as a developmental stimnlns. 
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{<j) The megaspore becomes fillcil completely wiili protlialliis wliicli bears 
normal archegonia: Cycadaceae, Coniferae, Kj)liedra. 

{6) The megaspore forms a prothallus whose uppermost tells no longer unite 
to'^ether, but become unicellular fertilization-cells: Wtlwitschia. 

(<■) This process takes place still earlier, whilst the growth of the reilucetl 
archegonia is suppressed, there are still evidently distinguishable two regions in the 
megaspore, but in the generative region the cells are not sharply limited from 
one another: Gnetum Gnemon. 

{(f) The formation of a cell-tissue before fertilization is entirely suppressed: 
other species of Gnetum. 

In other words, we observe here that the course of developineni which was 
visible in the heterosporous Pteridophyta has proceeded a step further, and the 
vegetative development of the prothallus has become always more shortened, anti 
consequently the fertilization takes place at an always earlier stage. 

It must, however, be remembered that it is doubtful whether the series above 
constructed is a phyletic one, for a polyphyletic origin of the Gymnospermae is more 
probable than a monophyletic one. At the same time we may conclude that the 
development is not a fortuitous one, but has proceeded i)rogressively in a deliniie 
and regular manner. 


{c) Specl\l Fe.-vtukes ok the Mecasporangium of 

Angiosper.mae. 

The development of the megasporangium in the Angiospermac 
diverges in no essential point from that in the Gymnospermae, different 
though the external appearance of the ovule in the different families of 
Angiospermac is*. In general we may say that the structure of the ovule 
stands in relation to that of the perfect seed. Small seeds without endo¬ 
sperm, like those of the Orchideae, or seeds which have only small endo¬ 
sperm and small embryo, like those of the Begoniaccae, Raftlesiaceae, and 
others, proceed from ovules which have both the integuments and the 
nucellus very slightly developed. Seeds whose construction makes larger 
demands are provided from the first with a greater development of the 
integument or nucellus ; as special adaptations are to be noted the formation 
of an epithelium in not a few cases, and the development of tlic haustorium 


\Vh ‘be bioloijLcal significance of ihis difference. 

\hy IS It th.it the ovules are atropous, .anatropous, cpilropous, apotropoiis, ami so on? b the 
courH' of the pollen-tube a specially imporUnt factor—the path along which it must pass, tlie 
rapidity with which the fe.tiliration must lake place, the material of which it stands in need, 
the aTTangemenl of the conducting tissue—or is it only the ‘ internal ’ factors which determine the 
conhguration ? Regarding these we know nothing, but I have no doubt that definite relationships 
discovered, as m so many other cases, between the confonii.nion and functions of the ovule, 
that the frequency of the analropous and campylotropous states, as compared «ith the atropous, 
connected with the fact that in the former the micropyle, aUns paribus, alway. comes nearer to 
ine conuuctmg tissue appears to me to be beyond doubt. 
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in the embryo-sacs, about which more will be said immediately. We have 
first of all to consider the origin and construction of the megaspore 



Fig. 407. I-lIt. .-\lchrmilla alpina. JV. Alchcmilla nubcscens. Nuccllus in lonRllutlinat sfclion. showine 
development of mcga<:porangium. In I, G»c archesporial cells ate shown. In IV, sporogenous tissue, wiin six 
Tipc meg.isport's and some tapetal cells. After Murbeck. 


ORIGIN OF THE MEGASPORE. 


The archesporium is frequently unicellular, even in megasporangia with 
massively constructed nucellus, and this is evidently the case because othei 
cells have been early sterilized. There are, however, not wanting cases of 


* Slrasburger, Die Angiospermen und die Gymnospemen, Jena, 1879; Fischer, Znr Embpo 
sackentwicklung einiger Angiospermen, in jenaisebe Zeilschrift fiir Naturwissenschaft, xiv D 0;, 
Jdnsson, Om embryosackens utveckling hos Angiospermema, in Acta Universtlatis Ltmdensis, v. 
(1879-80): Guignard. Recherches sur le sac embryonnaire des phandrogames angiospermw, n 
Annalcs dcs sciences n.aturclles. st-r. 6, xiii (1888): Nawaschin, Ober d.e 
alba, L.), in Mdmoires de FAcaddmie Impdriale de St-Pdtersboarg, sdr xln V W •« 
Zur Entwicklungsgeschiclite der Chalazogamen, Corylus Avcllana, m Bui etm ® . 

Impdri.ile de St-Pdtersbourg, x (1899); Benson, Contributions to the Embryology 0 
in Transactions of the Linncan Society, series 2, iii (j 894 )* 
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pluricellular archesporia. Wc find them especially in Rosaceae, Aesculus 
Hippocastanum, Paconia arborcsccns. Sometimes also many embryo-sacs 
are developed, as in Alchemilla (Fig. 407). 

Alchemllla. Fig. 407 shows the development of the primordium of the ovule 
in Alchemilla The behaviour of the nucellus recalls the development of the micro- 
sporangia* The archesporium is a cell-plate, from which layer-cells arc given off to 
the outside, and the epidermis itself experiences periclinal divisions (Fig. 407, II). 
It is peculiar that a central cell is not devoted here, as elsewhere, to the formation of 
a megasporocyte, but it lies somewhat to one side, and then it divides into three or 
four—most commonly four—daughter-cells, of which more than one may become an 
embryo-sac. The superfluous embryo-sacs, which are later pushed to one side, 
evidently help in the draining of the nucellar tissue. The longitudinal section 
(Fig. 407, III) will enable a comparison to be made readily with a sporangium such 
as is shown in Figs. 379 and 391, whilst in other ovules of Angiospermae, in which 
the sporogenous tissue remains less developed, the outer differences in relation to the 
sporangia are much greater. 

Casuarina. The structure of the megasporangia in Casuarina is very peculiar. 
We owe our knowledge of it to Treub*. Copious sporogenous tissue is developed, 
and the sterile tissue of the nuccllus conspicuously corresponds in general features 
to the wall of the sporangia of the Pieridophyta (Fig. 408, I). The cells of the 
sporogenous tissue divide alt in the same manner as the sporocytes of other Angio¬ 
spermae, yet the number of the daughter-cells cannot be certainly determined from 
Treub's account. The daughter-cells which do not function as megaspores evidently 
serve for a long time as nutritive cells. Many megaspores are laid down, but the 
most of them remain sterile, and only bring the nutritive material to the favoured 
megaspore. They elongate into a tube-like form and become haustoria, which force 
themselves into the funiculus (Fig. 408, III). Biologically this repeats the case of the 
embryos of the Abietineae. where, of the many embryos which arise from one egg, 
only one develops, and the others function as haustoria for it*. The favoured mega¬ 
spore in Casuarina lays down no antipodal cells, for these would be functionless, 
the megasporial haustoria having taken their place. At the apex of the favoured 
megaspore there will be found two to three—seldom only one—cells, which appear 
to proceed from one mother-cell, and are us^ually provided with cell-walls. They are 
formed before fertilization. The egg has the thickest membrane. Besides there is 
one nucleus present which later divides, and initiates the formation of the endosperm. 
Whether this takes place before or after fertilization—if a fertilization takes place—is 
doubtful. Many circumstances appear to me to point to the conclusion that the 


' See Murbeck, Partlienogcnetische £(nbr>’obildung io dcr Cattnng .\lchtmilla, in Acta Universi- 
tatis Lundensis, xxxvi (1900). * Sec p. 599. 

Treub, Sur Ics Casuarinces el leur pl.ace dans le sysicme naturel, in Annales da Jardin botanique 
dc Buitenzorg, x (1891), p. 145. Fujii, The embryo-sac of Casaarina stricta, in Botanical G.azettc, 
XXXVI (1903), has pointed out that the embryo-sac of Casuarina stricta shows the normal behaviour 
of the embryo-sac of Angiospermae; there is no parthenogenesis: results confirming my view that 
Casaarina is not a 'primitive' form. * See Part I, p. zoS. 
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pollen-tube, tvhich forces its way through the chalaaastirs up the megaspore to 
further development, but does not effect a fertilisation, and that Casuarina really 

exhibits parthenogenesis. The reasons for this conjecture are as follows:_ 

I. The egg forms before fertilization a somewhat thick cellulose-membrane. 
This might, of course, be somewhat softened or absorbed. 



Fig. 4oS. I, Casuarina Rumphii. Mcgasporangium in longiludinal action. Sporogcnous tiKue 
n, Casuarina luberosa. Ponion of an older nu^ellus in longitudinal section. Three 

SDorogenous tissue which is dotted 111 , Casuarina glauca. Older stage of a niegas^ groun out into 
a^austorium. A tracheid is visible in the sporogenous tissue. After Treub. I magnified loo. 


2. The pollen-lube does not here reach the sexual apparatus, but implants 
itself on the embryo-sac at a point separated from this. 

3. There is no fusion of two polar nuclei. 


* Casuarina was the first example known of chalaxogamy. See p. 615- 
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This is of course, only a conjcclui'.'. Uui ii bei.'ni> lo iiic 10 be noi unwai rAiitcJ. 
The investigation of the fertilization in ilu> genus is attended with great technical 
difficulties, and only when llic) arc uvertoine shall we obtain a setileiiiciu of the 

question. 

In speaking of Casuarina, 1 have considered it from the biological and not from 
the phyledc standpoint. I see in it a plant which shows interesting arrangements 
for the nourishment of the megaspores, wliith are not known in otlicr Angiospermae 
in the same degree of completeness, but I can see little that is ‘primitive’ in its 
behaviour apart from the existence of a copious spoiugcnous cell-tissue, which, 
however, is found also in a similar condition in other dilfereiu cycles of atfiniiy of the 
Angiospermae. 'I'he processes wiilnn the inegasj>ore seem to me to point r.uher to 
a reduction. Apj)arently the nucleus divides in two—ilie endosperm-nticleus and 
that which forms the egg-ap[)araius aiivl the two cells which acconqjany it. Ivvery- 
ihing else is uncertain*, atul we must restrain ourselves from indulging the natural 
desire to find here a ‘missing link’ with the tlynmospermae, for this is an interpre¬ 
tation which the facts, as we know them at present, do not support. The whole 
economy of the plant, loo, must be kept in mind, for it will perhaps give us the 
e.xplanaiion of why the reserve-material is here laid down at first partly in the 
sporogenous cell-mass, partly in the funiculus, and then subsequently is apparently 
quickly used up by the megasporial haustoria. 'I lie case of Alchemilla, moreover, 
shows us in the nuccllus remarkable links with that of Casuarina. 

Most of the Angiospermae have a sporogenous tissue whicli is nuich 
less developed than in tire plants mentioned above, and often con.sists of 
only one cell. The terminal result—usuall)’ only one tnega-pore—is tlic 
same. 


GtKMIN.XJION Ot TIIK .MtG.VSPOKK. 

The processes of germination in the megaspore .ire niA alu.ij s the 
same, but they group thcm.sclvc.s about one centre which wc may consider 
the most usual and the most typical. It was first made clear by Str.is- 
burger, and is as follows:— 

The young embryo-sac possesses oni niuiiiis —the priniar)' nucleus 
of the embryo-sac. This divides in further growth. The two daughtei- 
nuclci pass one to each end of the cmbryo-sac, and there each divides, 
so that four nuclei arc found at each pole of the embryo-sac. Two of 
these nuclei—one from each pole, the /<-/<//• nuclt'i —move back again to 
the middle of the cmbryo-sac, and they are united sooner or later to form 
the secondary nucleus of the cmbryo-sac. Thus at each end of the 
embryo-sac are found three naked cells; those at the micropylar end 


* tngler, in Englcr und PrasiU, Die lutiirlichcii i’llanzeii/aniiUeii, Nachttage, Ill, i, p. 113, is 
quite unjusiifiwl when, in referring to Treub's investigations, he says, ‘ Tlierc arises i’e/orc firtili-.ation 
a rudimentary prothallus consisting of twenty or more cell-nuclei.' Treub has mentioneil this only 
as possible and eventually probable. .\s wc know nothing, however, of where and when fertilisation 
lakes place we can naturally say nothing whatever about it. 
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forming the cgg^apparatus, those at the lower end the antipodal cells This 
behaviour stands nearest to that of Gnetaceae, where we have seen that the 
fertilization takes place at a stage in which the germination of the mega- 
spore has not yet proceeded to the formation of a cell-tissue, and the cells 
are all potentially alike, although there is a more or less expressed polar 

differentiation, which is deter¬ 
mined by the He of the micro- 
pyle, into an upper generative 
and a lower vegetative portion 
of the megaspore. We have the 
same polar differentiation in the 
Angiospermae ^ The antipodal 
cells, at least in many cases, have 
certainly an important function in 
the nutrition of the megaspore 
and this we can quite well con¬ 
ceive of as being like that of 
the epithelium, which will be 
described below—it secretes an 
enzyme which brings about the 
solution of the nucellar tissue, 
and thus shares in the carrying 
over of the plastic material into 
the embryo-sac. This function 
will naturally be specially as¬ 
signed to the antipodal cells where 
they remain for a relatively long 
time and reach a significant size, 
as, for example, in Asarum, many 
Helleboreae (Fig. 409); in other 
cases they lose their function very early and disappear. The egg-apparatus 


FiC. 40(). Aconitum NAp^llus. 1, cmbryo>s<ic shortly 
before fertilization. 2, embryo-sac with antipodal cells 
at the time of free formation of cndospcrm-nuclei. 3, anti¬ 
podal cells from above. 4, 5, one of the synergidae and one 
embryo. After Dodel. 


> I consider then the whole content of the megasporc as a slightly differentiated prothallus with 
a vegetative and a generative part. The union of the two polar, nuclei is a purely vegetative process, 
and stands in relation to the fact that the formation of endosperm proceeds from om nxuleus. 
Strengthened here by union with another, and is only started by the act of fertilization. \\ et cr we 
consider the endosperm of the Angiospermae, in contrast with that of the Gymnosperm^ae, as a 
fortnadon or as a consequence of a further devthpmtnt following upon fertilization 0 t ® P**® ^ 
existing before fertilization, appears to me to have no essential significance. From w at ave $ai 
upon the course of development of the Spermophyta I hold the latter connexion to ^ ^ more 
correct. In other words the endosperm of the Angiospermae is the same as that of the 
spermae, only it develops first of all in consequence of the stimulus given y erti 12a ion, w 

stage of development of the megasporc in the Coniferae is set going by the po mation. 

> As was first 8ho^vn by \\'estennaier, Zur Embryologie der Phauerog^en. f ^ 

sogenannten Antipoden, in Nova Acta derkgl. Leop.-Carol. Deulschen a nH^niellen in 

Mi (.890): id.. Historischc Bemerk.u.g.n zur Lehre von der Bedeutung der Ant.podenzellen, 

Bericbte der deutschen botaniseben Gesellschafl, xvi (1898), p» 315 * 
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consists of the and the two syncr^uiat. Tlie function of tlie syncrgidae 
is unknown. The most probable conjecture regarding them is that, prob¬ 
ably by the extrusion of soluble substances, they determine the pollen-tube 
to grow to an egg. Occasionally the synergidae as well as the antipodal- 
cells may form embryos', which will surprise us the less as Treub’s 
investigations have shown that the embryo of Ikalnnophora arises from an 
endosperm-cell, and in plants which have marked polyembrj’ony. like 
Citrus, Mangifera indica, Clusia alba, Opuntia Ficus indica, Funkia cocrulca, 
the adventitious embryos, as Straaburger has shown, proceed from the 
nucellar tissue—a condition which may be compared with the phenomena 
of apospory in some of the Fteridophyta. 

There would be little interest in enumerating here the cases in which relation¬ 
ships in the megaspore (lifferent from the ‘ normal' have been observed. So far as 
we know at p^e^ent they have no significance, either in the way of leading to phyleiic 
conclusions or in giving us a deeper in^ight into the processes of germination of the 
megaspore. The number of the nuclei arising by division of the nucleus of the 
megaspore is sixteen in Peperomia’, but in tlie ripe embryo-sac a behaviour quite 
like the normal results, for a larger number of these nuclei, usually eiglit, unite to 
form the secondary nucleus of the embryo-sac. Similar variations occur also else¬ 
where. The number of the antipodal cells is more than three in many Monocoty- 
ledones, for example Zea Mais, and in many Dicotyledones, for example Siack- 
housia*. In Sparganium and Lysichiion* they are stirred up in fertilization to 
further development and multiplication ; they may increase up to one hundred and 
fifty, and they remain for a long time, biologically this process might be scarcely 
different from the enlargement of the antipodals after fertilization in other plants. In 
both cases they have that function which is elsewhere performed by the epithelium. 


THE FEEDING OF THE MECASPORE, ENDOSPERM, AND EMBRYO. 


The arrangements which make possible the nutrition of the megaspore 
and the endosperm and embryo arising within it in the ripening seeds are 
very different, and only in recent times have they begun to receive 
attention. The most simple case is that where the megaspore increases, 
and, without the help of any structural relationships apart from the anti¬ 
podal cells, gradually absorbs and displaces the surrounding cells. We 
find this particularly in many Monocotyledones, but also in not a few 
Dicotyledones. 

Epithelium. In a number of cases the ovule possesses a layer of cells 


‘See Emsf, Ikilrage znr Kenntnis der Entwicklung des Embr)os.ickcs und dcs Embrj-o (Poly- 
ecDb^onie) von Tulipa Gesneriana. L,, in Flora, Ixxiviii (1901). The litciatore is given here. 

^ Johnson, On the Endosperm and Embryo of Peperomia pellucida, in Uotanical Gazette, 
*xx (I900): Campbell, The Embryo-sac of Peperomia, in .Annals of Uota,)y-, xv (1901). 

^ See Billings, Beitriige zur Kenntniss der Sameneniwicklung, in Flora, Ixxxviii 1901'. 

Campbell Notes on the Structure of the Embry o-sac in Sparganium and Lysichiton, in Botanical 
v>a«lle, xxTii (1899), p. 153. 
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marked out by a rich protoplasmic content, and evidently also by the 
nature of the substances within its cells, as well as by its behaviour; this 
layer we designate the epithelium \ Its signification can only at present be 
concluded from external considerations, which point to the fact that it has 
the duty in a certain degree of dissolving the tissue which serves for the 
nutrition of the growing megaspore, and of transferring this plastic material 
to the macrospore. The indications for this, besides the nature of the 
contents, which have been already pointed out, are in particular the long 
duration of this layer—in Linum it is still present in the ripe seed, in other 
cases it remains at least longer than the other layers—and the fact that 
where the embryo-sac forms haustoria the epithelium is wanting in the 
parts that form the haustoria. Where it exists it belongs usually to the 
inner integument. In Drosera, however, it belongs to the nucellus. It 
forms the innermost layer of the single integument in many Sympetalae. 
An epithelium has been shown in the Choripetalae, for example in the 
Geraniaceae, as well as in many Sympetalae; yet it is even within one 
family, according to the usual limitations, not present everywhere. It is 
wanting in the species of Gentiana, but it is present in Menyanthes, which is 
usually considered as belonging to the Gentianaceae (Fig. 410). 

Haustoria. An epithelium may be combined with the presence of 
haustoria (Fig. 411). These occur in manifold forms. They grow out in 
most cases through the tissue of the nucellus or the integuments, in 
extreme cases appearing even outside the micropyle, and they are dis¬ 
tinguished from the other part of the embryo-sac usually by this, that they 


' Frequently this is also designated the iapelum, which can certainly, in a purely functional sense, 
be correctly applied. I have elsewhere (Vergleicbende Entwicklungsgeschichte der Pflanzenorgane, in 
Schenk’s Handhuch der Botanik, iii (1884), p. 407) referred to this, and shown that the designation 
tapetum is a functional, not a formal, historical-developmental term (see also p. 597 of this book), and 
that it is therefore incorrect to give the name tapetal cells to the sterile cells that arc separated from 
the archesporium, because they contribute to the wall of the megasporanginm 1 further, that a tapetum 
does exist and has an epithelium-like construction in the ovule and has a definite nutritive importance. 
This explanation found at first no attention, but it has been confirmed by later research, and has b«n 
better substantiated. M. Goldfuss has also accepted my expression and designated the tapctnra-like 
absorbing layer as 'assise epithiliale.’ The expression tapetum might here lead to a misunderstand¬ 
ing, as it must be used in a different sense from the ordinary. The epithelium of the ovule is 
morphologically different from the tapetum of the sporangia. The activity of the Upetum of the 
sporangium falls in the time before the complete construction of the spore; the activity of the 
epithelium falls during the period of germination of the spore, but as we could speak in many ovules 
also of tapetal cells around the megaspore during the development, in the sme way as m the case 
of the megasporangium of Isoetes, so it has come about that if the epithelium be ta^lum, 

as is done by my pupils who have investigated the development of the seed—see Mere, Unter- 
suchungen fiber die Samenentwicklung der Utricularieen, in Flora, Ixxxiv (Er^nzunp n xum 
Tahrgang 1807); Balicka Iwanowna, Contribution i I’itude du sac embryonnaire chez certains 
Gamopdtalcs, in Flora, Ixxxvi (1899); F. X. Lang, Untersuchungen iihet Morphologic, Anatom 
und Samenentwicklung von Polypompholyx und Byblis gigaiitea, in ^ ^ ’ 

billings, Beitrage zwr Kenntniss der SamcnentwickluDg, in Flora, bcxxviu (19^1) * 
terminology is introduced which is better avoided. 
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do not share in the permanent construction of the seed, at least in those 
which are not—or only slightly—filled with endosperm. The following 
are some illustrations :— 

Lintim. The megaspore enlarges in this genus considerably after fertilization. 
Only one part of it is, however, filled with endosperm; the other serves as haustorium, 
and is later separated from it*. 

Torenia. In Torenia the apical portion of the embr) o-sac grows as a hausto¬ 


rium out of the micropyle before fertilization. 
Torenia belongs to the Sympelalae, and the 
formation of haustoria is widely spread® in this 
group. 

Byblis gigantea. Fig. 412 shows a longi¬ 
tudinal section of Byblis gigantea. Only the 
middle part of the embryo-sac is filled with endo¬ 
sperm, within which the young embryo lies. The 



410. Menyanihes (rifoliau. O^ule in 
longiiuiiina] miion. There ihitk 
in uhich a conducting bundle runs to near the 
directed micropyle. The embryo-sac 
fill^ the nucellus. It is surrounded by an eni. 
thehum. After Billings. 



Pig. 4x1. Myoporum serratum. 
Embrvo-sac in longitudinal section. 
It is surrounded by an epithelium 
excepting in the upper (antip^al) 
and the lower iegg*apparatus) 
regions, where haustoria are sub* 
sequently formed. After Billing^. 


embryo-sac at the upper micropylar end, as well as at the chalazal end, has become 
a haustorium. These haustoria are filled with cell-tissue, and are apparently 
structures which have only a temporary function. The haustorium experiences a 

outgrowths which spread like a fungus-mycelium into 
e thick integument». Subsequently the upper and lower portions of the embryo-sac 


i. F.„„, (,90.), .h. 

at*th“ cirir ‘^'1? *''' phenomcnoD of au.oparasitism, that is to say. that an organ lives 

n L H [ phenomenon is very strikingly seen 

p rasitism, where a foreign organism is used as a host, as some people say. I do not believe. 
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are cut off from the remaining portion of the endosperm by tabular endosperm-cells 
with cuticularized walls. 

Globularia. The haustoria are even more developed in Globularia (Fig. 413), 
where they also grow out of the micropyle. 

Utricularia and Polypompiiolyx. The behaviour in these genera is also 
remarkable. The nutritive materials for the haustoria are laid down before their 
appearance, and are only later sought out by the haustoria and absorbed by them. 
The phenomenon probably occurs elsewhere, although it is usually less visible. The 




U 


ft 


Fig. 415. Globularia cordirolia. 
Portion of a young seed in longitudinal 
section. The haustorium has grown 
out of (he micropyle and has branched, 
Fig. 412. Byblis eiganlea. Young seed In longitudinal section; ihe branch es lying against the o van an 

E embryo embedd^ in the endosperm, End; haustoria at the wall, A and against the funicle, /. 

cad of the se^, and showing hyphadike outgrowths. After F. X. Lang. After Billings. 

points of deposition of nutritive material may be designated as nutritive tissue. They 
are found in these plants in two places:— 

1. Internal in the chalazal region (Figs. 414 Dr above; 415, oDr\ 417 tN). 

2. External within the funiculus. In Polypompholyx the external position is 
clearly in the funiculus (Fig. 417, bN), in Utricularia it is at the place where the 
funiculus passes into the placenta (Figs. 414 Dr below, 415 uDr ); but even here, as 
the behaviour in Polypompholyx shows, the nutritive tissue should be wkoned 
as funicular. The megaspore sends out at both ends a hausiorium; the micropy ar 
haustorium grows out of the micropyle and into the external 

tissue; the chalazal one pierces the internal chalazal nutritive ussue. Both haustoria 
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I'tG. 414. LUricalaria inflate. Ovule in lotigi' 
tutlinal srction; nuiriti%e ti^ue; w, itucellus; 
esw, me}«asporocyie. Mafrnitjg<i ^00. After Men. 





Fic. 415. Utricularia MeU 
laris. Ovule in lonfptuilinal 
section; oDr, chalasal nu* 
(ritive tissue for the embryo 
sac; M/)r, funicular nutritive 
tissue for the embryo-sac, 
which has quite usc<i up the 
nucellus and it protruded 
from the micropyle; epi¬ 
thelium ; A, younj^ embryo. 
After Men. 



FlO.atb. Polypompholyx multi- 
uda. Young ovule in longitudinal 
section: w, nucellus composed of 
an axilc row of cells. The lower, 
most cell is the megasporoc\*tc. 
The outer cell-Iayer U shaded. 



^>1; Polypomphojvx multificla. Older ovulo in loonitudinal 
section. The micropyle from which the megas|>ort' has growm out i:> 
t^ned obhoucly upwards: £/, e^-apparatus: Wn, antipodal celU • 

AUr nutritiCe tiss^; 
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are, as in Byblis, cut off later from the middle portion of the embryo-sac carryine the 
endosperm. ^ ® 

Fundamentally we have here only special cases of the general behaviour that in 
the ovule or outside of it material is stored up which can be absorbed by the mega- 
spore in its further growth. 

Similar relationships repeat themselves in the development of the 
embryo. 


DEVELOPMENT OF THE FERTILIZED EGG. 

With regard to the development of the fertilized egg I must refer to 
what I have said elsewhere \ and also to Areschoug^, for nothing funda¬ 
mentally new has been added to the subject. I will only here indicate 
the following points:— 

1. The fertilized egg does not usually become in toto the embryo, 
but the embryo develops only out of the distal portion of the embryonal 
primordia—the so-called pro-embryo. The proximal portion becomes the 
suspensor. 

2. The function of the suspensor ® is a double one:— 

(iz) The uptake of nutritive material, and in connexion therewith 
we often observe a considerable increase in its surface. In many plants 
haustorial outgrowths appear, as in Stellatae, Ribesiaceae, and Orchideae. 

(b) To bring the embryo into the most favourable position for its 
nutrition, especially during germination, and we have seen this function 
very markedly in the species of Lycopodium and Selaginella as well as in 
most Gymnospermae. 

The functioning of the suspensor as a haustorium finds analogy in the 
megasporial haustoria which have been mentioned above. Treub’s investiga¬ 
tions of the Orchideae have in this respect a special interest, and have 
supplied a number of remarkable examples. Also the case of Tropaeolum, 
which has been so frequently described, may be placed in the same 
category. If in this and like cases we are satisfied with giving as an 
‘ explanation ’ that the ‘ need acts as a stimulus,’ we do not seem to get any 
further than a paraphrase of the fact that this phenomenon is one which 
is evidently advantageous. 

The processes which lead to the formation of the seed-coat and its 
appendages, as well as the appearance of the aril and caruncule, must 
be left untouched. They belong to the question of the distribution of the 
seed which does not require a new exposition at this time. 


* Goebel, Vergleichende Entwickinngsgeschichte der Pflanzenorgane, in Schenk's Handbnch der 

AK^hong! Om de Phanerogames Embryo Nutrition, in Lunds Univeisitets Arsskrift, xxx (1894)- 

* See Goebel, op. cit., p. 17a. 
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Flagiochasma Aitooia. Male plant with antheridial groups. F'ig. 26. II, p. 3 ^ • 73 * IL 

p. 84. 

PUgioebila aaplenioides. Habit. Fig. 115. I, p- 334. 

Plagiochila oircinalis. Circinatc shoot-apex. Fig. 59. II, p. 65* 

Platycerlum grande. Dehisced sporangium. Fig. 382. II, p. 588. 

Plocamiuin coccineum. Adhesive disks. Fig. 15. I, p. 40; Fig. 45. L P*.88. 

Podocarpus ensifolius. Female flower in different stages of construction. Fig. 349 * ^I» P* 5 ^^* 
Polygouatum multiflorum. Rhizome. Fig. 307. II, p. 463. , , . 

,, Rhizome and seedling-plant in relation to depth m sou. Fig. 3 ^ 9 * 

III P- 465- jj 

Polyotus claviger. Shoots with amphigaslria and water-sacs. Fig. 53. IL p. 59 * 

Polypodiaoeae. Scheme of development of the antheridium. Fig. I 33 * II> i?®* 

„ Apex of a band-like prothallus with * bristle-hairs.' Fig. 146. II, p. 30 i. 

Folypodium obliquatum. Prothallus from below. Fig. 145. P-.. 

Scheme of sorus in longitudinal section. Fig. 334 * ii» P* 49 <* 
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Polypodium Schomburgkianum. Dorsiventral stem in transverse section. Fitj. 4S. I, p. 9^. 
Polypodium vulgar©- Leaf with variation in dej:Tee of branching. Fig. 225. II, p. .^45. 
Polypompholyx multiflda. Yoong ovule in longitudinal section. >ig. 416. 11, p. 641. 

^ ,, Older ovule in longitudi/»al section. Chalaral and funicular nutritive 

tissue. Fig. 417. II» p. 64!. 

Polytrichum. Apex of emptied antheridium. Fig. 3. II. j>. il. 

Shoot-apex with sunk embryo in longitudinal section. Fig. 119. H, p. I2;3. 
Polytrichum commuu©- Plant with sporogonia. Fig. 124. 11» p. 158. 

PolyBOoia JuDgennanuioides. Branching. Fig. 17. !» p. 40. 

Posidonla dp. Embr>*o. Fig. 181, II, p. 260. 

Fotontilla. Scheme of stamin.1l arrangement. Fig. 354. II, p. 530. 

PotontiUa fruticosa. Scheme of staminal arrangement, big. 354. 11. p. 530. 

Potho© celatocaulis. Juvenile form. Fig. 96. p. 157. 

Pothod fioxuodud. See Anadendrum medium. 

Preisdia commutata. Germination of spore. Fig. 1 iS. I, p. 239; Fig. 95. II, p. 1 ji. 

Stalk of archegoniophoreID transverse sectiojk showing rbizoidj. Fig. 41. II, 
p. 46. 

,, Breathing-pore of thallus. Fig. 66. II, p. 74. 

Prunu© Padus. Development ot bud«sc.ile>. Fig. 258. II, p. 3S7. 

Pdilotum complanatum. End of a shoot with a.xillary sporangia. Fig. 337. II, p. 505. 

Pteris lougifolia. Development of proth.iUus, tig. 150. M, p. 203. 

Pteris quadriaurita. Leat-pinnulc with Witches'broom. Fig. loS. L p. 194. 

Pterid aerrulata. Young leaf in profile and in transverse section, hig. 207. II, p. 320. 
Ptorobryella lougifroud. Bud-scale in transverse section. Fig. 112. II, p. 133. 

PjTUd Molus. Development of inferior ovary. Fig. 371. II, p. 569. 

Badula tjibodeodis. Shoot with archegoniat group. Fig. 76. 11, p. $8. 

Ranunculua multifidua. Wator'lcal and UtuMeaf. Fig. 128. 1, p. 261. 

Rhinauthud major. Transition from foh.igc.leaf to hypsophyll. l ig. 259. II. p. 392. 
Rhitephora mucronata. Mower in I0ng1tudin.1l section, tig. 363. II, p. 535. 

Rbododeudron. Syncarpous superior ovary in transverse section, kig 3^7.*' ll. p. 563. 

Riccia duitaus. Forked branching thallus. kig. 12. II. p. 2t. 

Ricci a uataud. Apc.x of thallus uhkh has h»rked in trar»9 verse section. Fig. 29. II, p. 33. 

.. tt Land form showing isolation ofbr.inches by dying off. kig. 42. II. p. 47. 

Rialla Battandieri. Habit with schemes of thallus*S)mmetry. kig. 41. l.p. S6: Fig. 10, ll,p. J9. 
Riella Claasonia. Male plant. Fig. 9. H, p. 19. 

Bochea falcata. Bud in tmnsver>e section, kig. 6S. I, p. 117. 

Root. Scheme of young monocotylous Literal root. Fig. 1S3. 11, p. 274. 

Rosacea©. Scheme of staminal arrangements. Fig. 354. [{, p. 530. 

Rubua auatrahs, var. cissoides. Seedling plant, kig. 229. 11, p. 353. 

.» ». t» Dlder leal with rcducctl leallets. Fig. 230. 11, p. 334. 

Rubus idaeud. Scheme of st.iminal arrangement. Fig. 354. II, p. 530. 

Ruscus aculeatus. Shoot. Fig. loi. L p. 166. 

Salvinia auriculata. Leaf. Fig. 226. It, p. 348. 

Salviuia Datana. Development of male prothallus. Fig. 137. II. p. 182. 

M >> Germinating megasjH>rc and prothallus. kig. 155. II, p. 211. 

M o Germinated megaspore, prothallus, embryo m longitudioal section. Fig. 156. 

II, p. 211. 

Bcabioda Columbaria. Leaves from different regions of.tbc shoot. Fig. 22S, 11, p. 352. 

Scheme of free-development and concrescence. Fig. 22. I, p. 53. 

Schemes of Phyllolaxy. Fig. 33. I, p. 75. 

M Pig. 34- 75- 

M P‘g-35- l.p. 79. 

$i Fitf. 36. l.p. 80. 

M ff Ptg. 37. I,p. 80. 

M Pig. I,p. 80. 

hcheme ofthallu$.s>TDmctry in Marchantiaceae. Fig. 41. I, p. $6; Fig. 10. II, p. 10 
Scheme of thallos-symmetry in Riella. Fig. 4I. I, p. 86; Fig. 10. II, p. 19. 

^beme of branching in Thuya occidentalis. Fig. 42. I, p. 87. 

Scheme of the inseriioo of leaves and lateral shoots on the dorsivcntral branches of Tilia, Fa^us and 
others. Fig. 49. l.p. 93. 

ocncme of phyUotaxy and leaf-sy-mmetry in Coldfussia glomerata. Fig. 66. I, j\ 112 ; Fig. 127, 
L P* J 54 * 

o^eme of leaf-arrangement and branching in Begonia Rex. Fig. 69. I, p, nS. 

Scheme of leaf-arrangement and branching in Begonia incamata. Fig. 70. I, n. iiS. 

^heme of inflorescence of Commelina coelestis. Fig. 82. I, p. 129. 

Scheme of cell-division in the formation of the antheridium of Hepaticae. Fig, 5. II, p. 13. 
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Scheme of the development of the archegoninm of the Hepaticae. Fie. 7 II n 1 = 

Scheme of development of the archegonium in 4 laginellaspinulosa. Fig. j 38. II p i8a 
Scheme of development of the archegonium in Leptosporangiate Filicineal Fig II p ,8^ 

KiHrinr « ‘be embryo of Homosporols Leptospofanjle 

tilicmeae, Hotrychmm virginianum, Lycopodium clavatum, SelaginelU; Fig. n^c II 

Scheme of young lateral root of a monocotylous plant in longitudinall^ectioi,. Fi|. i sl II ’ p Its 
Scheme of embryo of Carexm germination. Fig. 275, II, p. 41a. ** ^ ^i.P-» 74 - 

Scheme of vegetative point of Mammillaria with forked mammillae. Fig. 204. II p .^6 
Scheme of sporocarp of Marsilia in transverse section. Fig. 328 II p 401 
Scheme of sorus of Polypodium obliquatum in longitudinal section. Fig. 33I II p 
Scheme of stammal arrangement in Rosaceae. Fig. 354. 11 , p. 530. ^ »l'-4^/- 

Scheme of staminal arrangement in Rubus Idaens, Fig. 354. H p. 

Scheme of staminal arrangement in species of Potentilla. Fig. 35!*^ if, p. *30 
Scheme of staminal arrangement in Potentilla fruticosa. Fig 354. II p 530 
Scheme of change in configuration in a sympetalous corolla of Angiospermae in consequence of 
difTerent distnbutioD of growth. Fig. 36J. II, p. 553. ^ 

Scheme of the development of the ovary in many Angiospermae with formation of the sole 
F'g- 364- II, p. 557- 

Scheme of cell-layers in young anther of Hyoscyamus albus. Fig. 393, 11 , p. 599. 

Scheme of the transformation of a sporangium, say of Lycopodium, into a sporophyll like that of 
Helmmthostachys. Fig. 396. II, p. 606, r r / 

Scheme of germination of the microspore in Cycadaceae, Abietineae, Angiospermae. Fig. 399. 
Ily p. 61 2 » 

Schistostega osmuodacea. Bilateral construction. Fig. 25. I, p. 67, 

Leaf-position. Fig. 26. I, p. 67. 

Plants cultivated in feeble light Fig. 116. I, p. 235. 

Protonema. Fig. loi. II, p. nr. 

Social growth from protonema. Fig. 108. II, p. 129, 

Schizaea rupeatria. Sporophyll. Fig. 314. II, p. 477. 

M ), Apex of sporophyll. Fig. 315. II, p. 477. 

Scirpodendron coatatum. Construction of spikelet. Fig. 2t. I» p> 5t. 

Scirpus lacuatris. £mbr)'o and seedling in longitudinal section. Fig. 277. II, p. 414. 

Scirpus $ubmersu3. Axis of long shoot in transverse section. Fig. 30). II, p. 447. 
Scolopendrium officinale. Primary leaves. Fig. 92. I, p. 251. 

Sechium edule. Androecium. Fig. 358. II, p. 539. 

Securidaca Sellowiana. Shoot with tendrillous lateral twigs. Fig. 303. II, p. 455. 
Selaginella. Germ-plant. F^ig. 166. II, p. 229. 

,, Scheme of orientation of organs in cmbr}’o. Fig. 175. IT, p. 245. 

Selaginella chrysocaulos Sporiferons spikes and sporophyll. Fig. 339. IL p. 507. 

„ ,, Hinge of sporongial wall. Fig. 376. II, p. 581. 

Selaginella cuspidata. Spermatotoids. Fig. 136. II, p. iSt. 

„ „ Transformation of rbizophorc into leafy shoot. Fig. 167. II, p. 230. 

Selaginella denticulata. Mature plant and germ-plant. Fig. 174. II, p. 244. 

Selaginella erythropus. Dehiscence of megasporangium and microsporaogium. F'ig. 374. 

II, p. 580. 

Wall of sporangium with binge. Fig. 375. II, p. 581. 

F’mply sporangia illustrating dehiscence. Fig- 377* II» P- 582. 
Megasporangium in longitudinal section. F'ig. 395. II, p. 603. 
Selaginella haematodes. Dorsiventral anisophyllous shoot. Fig. 60. I, p. 206. 

,, Dorsiventral shoot-bud in transverse section. Fig. 61. I, p. i07' 

Selaginella Msrtensii. Shoot wiih rhirophores. Fig. 165. II, p. 229. . 

,, „ Germinnted megaspore, prothallus and embryos in longitudinal section. 

Fig. 176. II, p. 247. 

Selaginella Preissiana. Lower portion of sporiferous spike. Fig. 338- P* 5^5* 

Selaginella sanguinolenta. Isophyllous shoot-apex. Fig. 58, I, p. 106. 

,, ,, Dorsiventral anisophyllous shoot. Fig. 59. I, P* 

Selaginella spinulosa. Scheme of development of archegoninm. Fig. 138. II> P* 

Young sporophyll with primordia of sporangia in longitudinal section. 

Young and old sporani^a in longitudinal MCtion. 394- H, 

SelagineUa stolonifera. SUges in germination of microspore. Fig. 136. H, p. i8i- 
SelagineUa suberoaa. Sporiferous spike in transverse section near apex. fig. |40- P- 
Sequoia eempervirens. Cone-scale and ovule in longitudinal section. Fig. 34®* i P* 5 “• 
Sicydium gracile. Androecium. Fig. 358. II, p* Si 9 * 

Smilaz Sarsaparilla. End of shoot with tendrils. Fig. 162. 11, p. 223. 

Solidago canadensie. Axillaiy bud and axillant leaf in transverse section. Fig. 39- L P« «• 
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Sphaerocarpus terreatris. 


•1 


Sphagnum acutifolium. 


Sphagnum cuBpidatum. 
Sphagnum squarrosum. 


Spathiphyllum platyspatha. Inrtoreiccnce concrcscciit with spathc. Hcj. 23. I, p. 54. 

„ Development of inllorcsccnce. I'ig. 24. It p. 55 * 

Development of antbcrUlium. V\g. 5. II, p. 13. 

Female plant with many perichaetia. f 72. II, p* 

Spore^tetrads and spores. Half^dcvelopeil sporogonium in longitudinal 
section. Fig. S4. n, p. 9S. 

Protonema. Fig. 102. II, p. 122. 
t, Sporogoniuin an<l spermatozoid. Fig. 121. 11 , p. 136. 

Protonema. Fig. 102. II, p. 122. 

Sporogonium with pseudopixlium. Fig. 121, II, p. 1 $^* 

Splacbnum luteum. Capsule and apophysis. Mechanism of opening. Fig. J 25. H. p. 159. 
Sporangium. Scheme of transformation of sporangium into sporophylL Fig. 396. II, p. 606. 
Stangeria paradoxa. Nucellus in longitudinal section. Fig. 404. II, p. 627. 

Stephaniella paraphyllina. Shoot with hypogcous rhizouFclad rhizome. Fig. 64. II, p. 70. 
StercuLia sp. Portion of cotyledon and endosperm in section. Fig. 267, If, p. 403, 
Symphyogrna Brogniartii (Ainpbibiopbytuin dioicum). Plant with lateral segmentation of 

I hat I us. Fig. 32. 11 , p. 36. 

Symphyogyna ainuata. Sympodial growth of tballus. Fig. 16. II. \\ 23, 

Symphyogyna sp. Habit. Fig. 17. II, p. 24. 

M Archegonial group in vertical section. Fig. 71 If, p. 82. 

Symphytum officinale. Portion of anther with inicrosporangium in transverse section. Fig, 391. 

n. p. 596. 

SyrrhopodoD revolutus. Leaf-structure. Fig. 115. II, p. 146. 
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n. p. 380. 
II. i>. 3S0 

II, p. J31, 


I, p. ij 6 . 


Talisia prioceps. End of shoot with pinnate foliage-leaves and pinnate kataphylU. Fi 

P- 385- 

Taxus baccata. Twigs with female flowers. Fig. 350, II, p. 521. 

Thaliotrum aquilegiaefolium. Portion of leaf showing stipels. Fig. 254, 

•• Young leaf in transverse section. Fig. 255. 

Thladiantha dubia. vXndroccium. Fig. 35^^. II, p. 539. 

Thuidium abietinum. Shoot in transverse section. Fig. 113. I. p. 232. 

I» it Shoot-apex in bud in transverse section. Fig. 109 

Thuidium tamarascioum. Paraphyllium. Fig. 117. II, p. 147. 

Thuya occideutaliB. ^ Scheme of branching. Fig. 42. I, p. 87. 

Tilia. Scheme of position of lator.al buds. Fig. 49. I, p. 93. 

TUia parvifoUa. Bud of shoot-axis in transverse section. Fig. 30. I, p. 70; F'ig. 52. 

»» Embryo with lobed cotyIc<lons dissected out. Fig. 270. II. p. 407. 

Tmeaipteris truncata. Sterile leaf and sporophyll. Fig. 336. II, p. 504. 

Todea barbara. Cells of annulus in surface-view. Fig. 386. II, p. ^02. 

Tozaia alpina. Storage-kalaphyll. Fig. 263. 11 , p. 400. 

• * t> Storage-kataphyll in transverse section. Fig. 264. 11 , p. 400. 

Upper part of stOMge-kataphyll in tr.ansversc section showing water-glands. 
Fig. 265. 11 . p. 401. 

Tradescantla virgioica. Seedling plant in three stages. Fig. 272. 11 , p. 410, 

Treubia insigBis. Young plant. Fig. 35. II, p. 39. 

M Plant with sporogonium. Fig. 36. 11 , p. 40. 

Trichocolea pluma. F'crtilc shoot in longitudinal section, showing sunk embryo. Fig. 77. If, 

p. 89. 

Tidchoznanea. Formation of proihallus. Fig. 154. II, p. 209. 
rrichomaneB diffuaum. Young htamontous prothallus. Fig. 154. IL p, 200. 

Trichomanes Goebelianum. KootIe5> plant. Fig. 183. IL p. 264. 
nebomanes rigidum. Portion of filamentous prothallus with archegoniophores 

p. 209. 

m*. . ” » Gemma on prothallus. Fig. 157. II, p. 214. 

irtchomauas Biuuosum. Prothalli with .archegoniophores. Fig. 154. II, p. 239. 

Tnchomanea tenerum. Sorts. Fig. 383. II, p. 589. 

m*, V Sporangia attached to placenta. Fig. 384. IL p. 580. 

Trichomanes venoaum. Gemma of prothallus. Fig. .57. 11 . p. ,14. ^ 

Anricum. Base of gram in median longitudinal section. Fig. arS. II, p. 4K. 

iypha Shuttleworthu. Ccll-division in pollen-tetr.ads. Fig. 403. 11 , p. 626. “ 

^othrix zonato. Anchoring-organ. Fig. 7. I, p. 32. 

"'‘‘h Anchoring-organ. Fig. 8. I. p. 32. 

Umbilicus pendulmua. Foliage-leaves .md hypsophylls. Fi^iaie II n Ji6 

Utr cuUrra afflnis. Stolon-formalion from leaf.*^ F^ig^ ,7,. "iT. p! 230. ’ 

TTtnoulana coorulea. Mowenng-plant with leafy stolon and leaf-rootl Fig. 171 


l.M- 11. 


II, p. 239. 
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UWculana Hooken. Flowering-plant with hypogeous parts spread out. Fie 170 II n 

Utncularia mflata. Ovule m longitudinal section. Chalazal and funicufw nutritiie^'tissue. 

* 4^4* ••• P* 

utncularia stellaris. Ov^le in longitudinal section. Chalazal and funicular nutritive tissue 

4 ' 5 - n, p. 641. 

Vaccinium Myrtillus. Bud in transverse section. Fig. 50. I, p. 04* Fie loos 
Valeriana Phu. Development of inferior ovary. Fie. 172 II p eto ^ ^ P- 95 - 
Valhsnena (Lagarosiphon) alternifoUa. Apex of young inflor'escence in longitudinal secUon. 

. , Fig. 18. I, p. 41. 

Veronica lycopodioides. Shoot with reversion-leaves. Fig. io6. L p. nt. 

Viburnum Opulua, Ba^ of a leaf-pair showing stipules and petiolar glands. Fig. 238. Il.p.aSi 
ViciaCracca. Shoot-bud in transverse section. Fig. 78. I, p. 126; Fig. 83. luMe 

n Shoot with axillary bud in transverse section. Fig. 79. I, p. 126. 

Vicia Paba. Pnmary leaves, stages of transformation. Fi^. 04. L 0 
Victoria regia. Seedling plant Fig. 100. I, p. 165. 

V1U3 ciaerea. Development of tendrils. Fig. aps. II, p. 435. 

Vitis vulpina. Development of tendrils. Fig. 20^. II. d. 

Vittaria. Protballus. Fig, 152. II, p. ao6. ^ 

Volvox aureus. Coenobium. Fig. 4. I, p. s8. 

Voyria aaurea. Development of ovule. Fig. 401. 11 , p. 619. 


Weddelina squ^ulosa. Root, adventitious shoot, haptera. Fig. 161. II, 223. 
Vrelwitschia mirabilis. Male flower from which flower-envelope has been removed. Fig. 353, 

II, p. 526. 

Wheat. Base of grain in median longitudinal section. Fig, 278. II, p. 415. 

Xanthochymus pictorius. Embryo and seedling. Fig. 179. II, p. 258. 

Xanthosoma belophyllum. Venation. Secondary growth in leaf-stalk. Fig, 221. II, p, 341. 
Xerotea longifolia. Leaf in transverse section. Fig. 196. II, p. 300. 

Zanonia maorocarpa. Axilla^ tendrils. Fig. 201. II, p. 427, 

Zea maid. Seedling plant. Fig. 279. II, p. 41^ 

„ „ Seedling plant in transverse section. Fig. 380. II, p. 416. 

Zizania aquatica. Embryo from outside and in section. Fig. 281. II, p. 417. 

Zoopsia argentea. Portions of a young and older plant. Fig. 97. II, p. 114. 

ZoBtera marina. Construction of embryo. Fig. 182. II, p. 261. 
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(i and ii respectively refer to Paris 1 and II.) 


A. 

</4^iW,anisoph)lly, lateral i loS ; 
archegonium ii 6^9; arrest of 
organs and light i leaf- 

inserlion i 94 ; pollen-sac, 
lateral ii 5if>> opening ii Oio ; 
shod, correlation and direction 
i j 14, substitution of lateral for 
lost terminal i 50. 

canadensisy anisophylly and 
light i 255. 

//. pCi'tinatay anisophylly and 
light i 250; llowcr, fcmalc» 
development ii 522; leaf-apex, 
j)rccedcnce in growth ii .^00 ; 
leaf, insertion i 94; pollina¬ 
tion ii 522; shoot, dorsi- 
ventral lateral i 94. 

Abietineae, anamorphose and 
flower ii 524; bracDscale ii 
521 ; dower, female ii 521, 
morphology ii 524; megaspo- 
rocyte ii C28 ; ovule, auatro- 
pous ii 524, integumentary 
wing ii 628, unitegminous ii 
617; pol]en*grain,germination 
11612; polle(}*sac ii 515; seed, 
protection of ripening ii 523 ; 
seminiferous scale ii 518, 521. 

Abnormality, meaning i 177. 
See also Malformation. 

Abortion, meaning i 56. See 
also Arrest. 

Absorption of water, by leaf 
of Pin^ticula ii 349; by leaf 
and leaflet of Ptcridophyta ii 
347, 349; by Musci ii 142. 

Absorptive organs of Stepha* 
nulla ii 70. 

AiaciOy alternation of phyllo- 
dium and foliagedeaf ii 357 ; 
development, hcteroblastic i 
144 : juvenile form i 166, 167 :, 
phyllodium ii 355,independent 
of environment ii 357, profile- , 
position ii 293; reversion- j 
shoot 1172; xeropbilous adap-1 
tation i 165. ' 

a/a fa, calamifoliay Jloribunday . 
Junei/clia, Juniferina, scirpi- 
foliay Uretifoliay nncinata ii 

356- 

A^ heUrophylla \ 167, ii 357, 

A. la<€ranSy vclueincy shoot- 
tendril ii 456. 

A. lophantha, reduction of pin¬ 
nule i 155, ii 381. 

A, melanoxylon ii 356, 357. 

A. verticillaiay leaf, division of 


labour ii 357 ; phyllodium ii 
356,apparently whorledii 372 ; 
rever^yion to juvenile form 1172. 
j Acantbaceae, anisophylly, ha- f 
bitnal i 112. , 

Acantkorhiza aiuUa/a, root, 1 
transformation i 12; iborn-root ' 
I ii 288. I 

Accessory, axillary bud ii 434 ; i 
cotyledonary bud of Julians ' 
I rcym ii 434; shoot ii 433. 

Aci}\ flower-leaf, terminal ii 54I: 
ovary, syncarpous 11362 ; pla* 
centation, septal ii 563. 

' A. Ci 3 mpes/ri\ anisophylly, lateral 

i loS. 

, ✓/. ahtusntumy nnisoj)hylly and ; 
, light i 255. 

I A. plaeanoiJes, anisophylly and 
light i 254, lateral i loS ; leaf. 

I branching ii 330, development 

ii 305, transformation i 6, 
venation ii 342. 

[ PsesidoplatanuSy oidsophylly, 
lateral i 108: flower-bud ii 
i 541 ; kataphyll ii 386. 

Ay striatum y inheritance of 
variegation i 1S4. 

Achimates, leaf, asymmetry i 
120 ; leaf-cutting, age-varia¬ 
tion i 47. 

A. ^randiforay p€\fitn i 189. 

A. Haageanay leaf, asymmetry 
I i 120. 

I AchnanlkeSy fued colony i 29. 

carpel, number ii 538; 
ovule, bitegminous ii 617. 

A, Anthora, cotyledon, assimi- 
I lating ii 402. 

' A, Mipel/uSy embryo-sac ii 636. 

A corns y dorsivcntrality i 90. 

A, Calamusy bilateral leaf, profile 
position ii 294. 

. Acotylous embryo ii 2So. 
Acraodrous Musci, primitive 
character ii 149. 

Acrasioao, spore-formation i 

25* 

AcrobolbuSy related to Alicttlaria 
ii 90. 

Acrocarpous Musci, primitive ; 
character ii 149. 

Acrogamous, entrance of 
pollen-tube into ovule ii 615; 
pollen-tube ii 613. 

Acrogamy in Cynomorium ii 
615. 

Acrogenous branching ii 432. 
Acrogynous Hepaticac, ani- 
sophylly i tot; leaf ii 40; 


sexual organs, protection ii 
SS ; shoot ii 40. 

Acropetal leaf-branching of 
l)icotylc<loncs ii 330. 

Acrosticboao, teaf‘^tructQ^eand 
environment ii 347; leaf, ad- 
pressed ii 333; sporangium, 
protection ii 496. 

Acrostichum l/lumtanum, sporo- 
phyll and external factors ii 
49S. 

A, pclialuffty germination in- 
irasporangiil ii 202; sporo- 
phyll ii 4S6. 

//. scandcuf, stem, flattening i 92. 

Active cells of sporangial wall 
ii 377, 600, 6io, 611. 

Adaptation, anisophylly a 
character of i 99. 

AdenostyUs albi/rons, auricle ii 
361. 

Adhesion of bract and shoot ii 

43S. 

Adbesivo disk, and contact in 
PloCiimium i 40, 269; on 
tendril i 268, ii 224. 

Adiantum, leaf-form, biological 
significance li 346 . 

✓/• iid^nvorthi, fl.igclluni ii 24! ; 
leaf,'branching 316 ; leaf- 
borne shoot li 241 ; transfor- 

I mation of leaf into shoot ii 
241. 

A. rcniformcy leaf-form, bio¬ 
logical significance ii 346. 

A, (rcipcJ/ormey kaf, develop¬ 
ment ii 317. 

Adlumiii cirrhosas tendril ii 
422; transition from leaf to 
tendril i 161. 

Adnato stipule ii 359. 

Adonis aestivalis, cotyledon, 
persistent ii 403. 

Adoxay clmrisis of stamen ii 

.*/. J/oschatel/ina. habit ii 68; 
light and leaf-formation i 256. 

Adpressed leaf 11 335. 

Adult, features i 1*4 ; leaf, 
arrested i 167. 

Adventitious, definition i 42 : 
embryo ii 624, from nuccllar 
tissue ii 637 ; leaf, non-existent 
ii 305 ; pinnule in iiemitdia 
capaisis ii 347; root ii 264, 
274; shoot i 17, 42, 46, ii 
232, 276, of prothallus ii 
213. phyllotaxy i 83. 

Accidium elatinum and witches* 
broom i 192. 
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Aegiceras, viviparotis embryo ii 

Aeration-striae on root of 
Orchideae ii 285. 

Acridis piisiltum^ protoconn ii 
^ 32 - 

Aeriopsii javanica^ nest-root ii 
283, 

Aerophilous shoot ii 463. 

A eschy no m <n e litdica , s t i p 11 1 a r 
appcnda;je ii 366. 

Aesculus^ anisophylly, lateral i 
ToS; flower, oblique symmetry 

i 12S. 

A, IlippocaUanum, anisophylly 
determined in bud i 251 ; 
archesporium, phiricellular ii 
633 ; kataphyll ii 3S8 ; leaf, 
digitate and pinnate ii 332 ; 
leaflet, asymmetry i 122, un- 
equally-siicd i 128 ; root, cap¬ 
less ii 267. 

A^aricm campestris, growth in 
darkness i 257. 

Agave^ cotyledon, cpigeous ii 
409. 

A. amcricana^ root, shortening 

ii 270. 

Aggregate species, Marsilia 
poiy<arpa ii 479. 

Agritnouiay calycine hook ii 
542; flower, arrangement of 
parts ii 529; stipule, asym¬ 
metry i 123. 

A. Eupatonuy flower, arrange¬ 
ment of parts ii 530. 

Aiianlkui^ adventitious shoot 
ii 277; carpel and ovule, 
development ii jfit. 

A.glandulosa^ Icaf-apcx, prece¬ 
dence in growth ii 310. 
Air-cavities in Hepaticaeii 71. 
Air-layer of dead leaves in 
Bryum argoUtum ii 75. 
Air-moisture, influence upon 
organs i 260. 

Air-root, function ii 280; geo- 
tropic ii 283; and light ii 
285 ; of Podostemaceac i 246; 
vclamen ii 283. 

Ajugd rop/nns, plagiotropous 
shoot ii 457, 460. 

Alchemilla, basigamy ii 615; 
ovule, development ii 633; 
parthenogenesis ii 624 ; pollen- 
tube. none ii 624. 

A. a/pina, puhesems^ ovule, 
development ii 632. 

A. drT'^nsiSf aporogamy ii 615; 
pollen-tube formed in par¬ 
thenogenesis ii 624. 

A. galioidoSy Icaf-whorl, con¬ 
struction ii37i; stipule, con- 
crescent ii 37*. 

A. nivalis^ leaf, branching ii 
333 - 

Aldr^anddy rootless ii 265. 
Algae, development, hetcro- 


blastic i I44; germ-plant and 
light i 238; malformation, 
experimental i 188; pro-em- 
bryo i 14S, independent pro¬ 
pagation i 149 ; polar differen¬ 
tiation i 229 ; >hoot and light 
i 256; thallus and gravity j 

224. 

AHciilaria, germ-plant and light 

i 240 ; related to Acrobolbits 

ii 90; spore, germination ii 

X TO. 

Alhma PlantagOy dedoublement 
V ? 33 ' 

Alismaceae, cotyledon, differen¬ 
tiation ii 408; juvenile form 
i 164. 

A/Zurria officinalis, phyllody of 
flower i 18 r. 

Alliftm,h\ilbxl ii 469; cotyledon, 
epigeous ii 409; leaf, radial ii 
328. 

A. Cepa, root-hair, suppressed 
in water ii 269. 

ursinum, leaf, inversion ii 
296; root, shortening ii 270. 
Alloparasitism ii 639. 
AllosoruSy sporangium, develop¬ 
ment and displacement ii 495. 
A. <risplit, leaf, branching ii 
316 ; sporophyll ii 486. 

A/nuSy kataphyll, stipular ii 
385 ; ovule, formed through 
stimulus of pollen-tube i 269. 

A. virid/St shoot, dorsiventral 
lateral t 96; phyllotaxy, varia¬ 
tion i 96. 

A/oo, phyllotaxy ii 442. 

Aloptcurtis praUnsis, ligule ii 
.? 77 - 

Alpinia nutans^ cotyledon, two- 
lobed ii 4II ; ligule ii 377. 

A Isoph ila a us fra /is , proth alius, 
reversion ii 203. 

A. Leuhardtiana, sporangium, 
annulus and o]>ening ii 590. 

Ahtrocmiria, leaf, inversion ii 
296. 

A. psittacindy leaf-stalk ii 

Alternation of gametophyte 
and sporophyte ii 171. 

Althaeay pollen-sac, reduction 
of number ii 354. 

Amaryllideae. ovule, ategminy 
ii 618, bilegminy ii 618 ; root, 
shortening ii 270. 

A maryllis PeUadonna , 0vul e, 
unitegminy ii 618. 

Ameristic. male prothallus, of 
Pteridophyta ii 220; pro- 
thallus of Equisetum ii 197. 

Ametabolous Equiscla ii 502. 

Amicia Zy^^viens, hypsophyll, 
stipular ii 394; stipule, pro¬ 
tective ii 363. 

Amorpkay branching, axillary ii 

433 * , . .1 

Ampelideae, shoot-tendnl n 


435 , and contact-stimulus i 
268. 

Ampelopsisy cotyledon i 145: 
disk, adhesive, on tendril i 
2fl8, ii 224. 

A. ludcraad^quinquefolia, Veit* 
chit i. 268. 

Amphibiophytum dioicum, thal- 
lus ii 36. 

Amphibious plants, organs i 
260. 

Amphigastrium, of Blatia ii 
29; cA Jungermannia bicuspid 
data ii 41; origin i loi. 

Amphitheeium.of moss-capsule 
ii 155; peristome derived from 
ii 162. 

Amplexieaul state, origin ii 
3 <^ 6 . 

Amygdaleae, transition from 
foliage-shoot to thorn ii 452. 

AnabaenCy in leaf of AioUa ii 
348 ; in I'oot of Cycadaceae ii 
2S2, 

Anacrogynous foliose Hepa- 
ticae, leafii 38; shoot ii 38. 

Anadendritm marginatuniy mon* 
tanumy juvenile form absent 

i 159- 

A. Mcdiunt, adult form of Pothos 
JtexuosHS 1158; perforated leaf 

ii 323- 

Analogous organsatike in adap¬ 
tation 1 19. 

Analogy and homology i 5. 

Anamorphose in flower of 
Abietineae li 524, 

Anatomic, construction of leaf 
ii 292, 48C; method in 

flower-morphology ii 545 ; 
structure, and water in Hepa- 
ticae ii 71; of homologous 
organs differs i 14. 

Anatropous ovule ii 631 \ in¬ 
teguments, development ii 617; 
significance in Coniferae ii 

5 ^ 4 - 

Aneboring-disk, 1 40, 150, 

268, ii 43» 224. 

Anoboring-organ. and contact 
stimuli I 269; of Aneura ii 
26^ of Podostomaceae ii 222, 
265, 281; of Utricularia neo(> 
tioiJes ii 239. 

Anchoring-root ii 286; and 
nourishing-root, transition ii 
28S ; unbranched ii 274. 

Andreaeay archesporium ii 156 ; 
leaf, apicil segmentation ii 
132; pro-embryo ii X22; 
pseudopodium ii 161 ; sporo- 
gonium, opening ii 160. 

A.petrophila, capsule, dehiscence 
ii 160. 

A. rupestriSy leaf ii X 3 ** 

Androcryphiay leaf ii 38 \ nt'ici- 
! age-papilla ii 38. 

Androecium, of Angiospermac 
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U 535 . 539 . 653 ; 

taceac ii 539 J 

i6o. . 

Androgynous cone of /mus 

5 ^ 4 * . V » 

AnJrcsarc sarnuntosa^ shoot, 

plagiolfopous ii 45^ * storagc- 

kal’ ii 39 ^' . .. ^ 

A. vilicsa, placentation ii 567. 

Anamia, anlheridium, develop¬ 
ment ii 179. opening of free u 
17-j sporangium, annulus u 
591’ position ii 494 5 sporo- 
phyll ii 4S6, and wind-distri- 
bution of spores, ii 474, de¬ 
velopment ii 47i5. 

A./raxittt/clittm^ sporangium ii 
58S. 

A. retlouiifolid, transformation 
of leaf into ^hoot ii ^ 4 ^* 

A . te *n enlcs a, s poropb > 11 anil 
sporangium ii 59^. 

Anemone, embryo, acolylous 
retarded ii ^50; germination 
ii ^53 J involucre ii 550; ovule, 
position in ovary ii 560. 

A. JlepiUica ii 250, 550; flower, 
malformed i I 77 ' 

A, nemorosa a 250, 550. 

A, rulsntilla, staininal nectary 

A. raninutilouUsy tri/oha u 
250. 

Anemooeao, flower-envelope, 
evolution ii 549 : ovule, arrest 

i 59 * 

Auemophilous, flower of Mo- 
nocotyletloncs ii 547 ; plants, 
dorsiventral inflorescence i 
134 - 

Aneura^ anchoring-organ ii 26 ; 
apical cell ii 21; branching 

ii 21, 26; embryo, nutrition 
ii J05> gemma-cell ii 49; 
mucilagc-papilla ii 28 ; spore, 
ejection ii 101. germination ii 
108; sporogonium, develop¬ 
ment ii 103, with elatero- 
phorc ii loi ; sexual organs, 
disposition and protection ii 
81 ; stolon it 23; thallus, 
development ii 314, winged ii 
20. 

A. bo^oUnsiSy thallus ii 25. 

A, tndiviaefolia^ adventitious 
shoot ii 56; retention of 
water ii 33. 53. 

AAPstudatuura) ertoeaulis^ an- 
theridial shoot it S1; division 
of labour in il 26. 

A, fuKoides, shoot ii 26 ; an- 
cboriug-organ ii 27. 

A. fuepensis^ lamella ii 54, 
57 * 

A. kymatophylloides, chief axis 
and lateral axes ii 26; reten¬ 
tion of water ii 54; shoot ii 
55 - 


A. pei/mdtn, capsule, sterilization 
it 103. 

A. pinpiisy capsule ii 101. 

Anp/ua ^y/vestris^ bract, sup¬ 
pression i ; gynaeccum, in¬ 
ferior ii 569. 

AnpopUris, leaf, development ii 
315; leaf-stalk ii 314; spo¬ 
rangium ii 5S5 ; borus ii 5 ^^- 

A. <veeta» sofus and sporangium 

ii , . .. 

Angiospermao, androccium u 
553; antipoilal cells ii 636; 
aporogamy ii 615; arehespo- 
rium ii 399,601, pluricellul.ir 
ii 633, unicellular li 632; basi- 
gamy ii 614; carj>el li 527. 
sole ii 557 ; chalazogainy li 
615; corolla, development of 
sympetalous ii 553 ;dislocalor- 
cell supprcbsed it 614: egg, 
development of fertilized ii 
642; egg-apparatus ii 636; 
cmbryo-bac, iiUrasporangial 
germination ii 623, segmenta¬ 
tion of nucleus ii 635, signifi¬ 
cance of contents ii 636 ; en¬ 
dosperm, bignificmce ii 636: 
endothccitiin ii On; (lag- 
apparatub ii 52S : fertilization, 
tliuiblc ii624; flower ii 527, 
and vegetative bhoot, liilTer- 
ence li 52^^, arrangement of 
parts ii 528, dorsivcritrality ii 
542, double ii 53f», envelopes 
ii 34S, relative size of parts 
“ 5-9 ^ gynaeccum ii 555, 
reduction ii 622, suppres¬ 
sion in construction ii 557; 
hyponasty i 85 ; leaf, auricle 
ii 361 ; micro^poropbyll, uni¬ 
formity ii 553 1 ovule ii 
527, 614, 631, developmcDl 
after pollination ii 623, hau- 
storiuin ii 63S, retliiction ii 
622; parthenogenesis ii 624; 
placcutation, ii 362 ; pollen* 
grain ii 527. 611, germination 
ii 612; pollen-sac ii 553, 610,1 
archesporium and tapetum ii' 
599, arrest and reduction li 
354; pollen-tube, basigamous 
ii 614, function ii 614 ; |K>ro- 
gamy ii 615; pro-embryo it 
642; prothallus, female ii 636; 
sporangium, active cells in 
wall ii 577, 610, 611 ; sporo- 
phyll ii 527; stamen ii 527, 
tilamcM ii 529, transformation 
ii 555: stigma 11527; suspensor 
and its function ii 642; syner- 
gidae ii 637. 

Angraecum faseioh, air-root, 
dorsiventral i 246; root, as¬ 
similating ii 2S6. 

Anim&l, lodgers in Hepaticac 
ii 64; spore-distribution in 
Spla^naceae ii 164. 


Anisophylly. adaplalive char¬ 
acter in plaglotropoos shoot 
i 99; cause ills; determined 
in bud i 251 ; and external 
factors i 106, 255; of flower 
of Sclaginellcae ii 506; and 
gravity i 226; habitual i 107- 
13 ; Herbert Spencer on i 99; 
histor)* i 99; and interna! sym¬ 
metry i 254; inverbion, arti¬ 
ficial i 255; of Ilepaticae i 
lOJ ; of Musci i 100; of i’teri- 
dophyia i 102, ii fo6; of 
S|>crmophyta i 107; lateral i 
108: ami light i 250, 252; 
meaning of i 99; retardation, 

i 107 ; \Vleaner on I 100. 

AnDual pUut, early flowering 

of wcll-nouribhed i 212; in 
Ptcrhlophyta rare ii 441; in 
Spermopbyta, shoot ii 44O. 

Anuulus, functi<»n in Musci ii 
160; lie in hilicineac ii 594; 
of Equiselum ii 500 ; of hili- 
ciiieac ii 5S7 ; rudimentary ii 
595 * 

A nogram me ^ prothallus ii 205. 

A. chaerophytidy Uptophylld^ an¬ 
nual li 441; annual b[)orophyte 

ii 217; archegoniopliore ii 
216; prothallub, tubers ii 217, 
water • relationships ii 215, 
water-storing tuber ii 216. 

A, UptophyiU, spoiophyll, time 
of appearance ii 49S. 

Anomaly, Moquin-Tandon's de- 
fmitirm i 178. 

Anomochuidy branch in relation 
to leaf ii 44. 

A^ mucosd^ mucilage-organ ii 
28. 

Anonaceae,flower, arrangement 
of parts ii 531 ; dedoublcmeot, 
H 533 * 

Antagonism, of reproductive 
organs and vegetative growth 

i 142, 212, ii 212, 605: of 
sexual and vegetative propaga¬ 
tion i 45, 213, ii 51, 215, 
469. 

A nUnnaria at pina , partheno¬ 
genesis ii 624. 

Anther ii 553. 

Antberidial groups of Musci 

ii 151. 

Antheridiophore of Ilepaticae 
ii 84. 

Antboridium, of Angiospermae 
ii 614; of Cycadaceae li 612 ; 
development in Hcpaticaeii 22, 
in Musci ii 13, in Ttcridophyta 
ii 177; embedded ii 174 ; free 
ii 84, ] 77; homology 117; 
opening in Ilepaticae ii 10. in 
hlusci ii u, in Pteridophyta 
ii 174; origin varied in Musci 
i 18; position in Hepaticac ii 
$0, in Musci ii 149; structure 
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and position in Bryophyta ii 9, 
in Pteridopbyta ii 172. 

AuthoccrQs^ anlheridinm i I 
186, chromoplasts ii 10 ; 
apical angle ii 21 ; arche- 
gonium ii 186; archesporium 
ii 606; clater ii 95; germ- 
plant and light i 240; 
kinship with Tteridophyta ii 
186 ; leaf ii 35; spore, ger¬ 
mination ii 107; sporogonium, 
chlorophyllousii 105, develop¬ 
ment ii 104, pit around, ii 90, 
sterilization ii J05, structure ii 
94; symbiosis with Nostoc ii 
78; water-retention ii 56; 
water-storage ii 76. 


Aphlebia of Gleicheniaceae il 
318, 

7 » ii Apical cell, of Hepaticae ii 21; 
ol Musci ii 131, 138* 

Apical closure of bod ii 309. 
Apical growth, of cotyledonary 
lobes of My riStic a fragrans 
ii 407; of Hepaticae ii 20; 
of leaf, of Gymnospermae ii 
322; of leaf of Filices ii 317, 
periodic ii 318, with circinate 
pty.xis ii 320; of leaf of 
Filicineae ii 3^0.313; of leaf 
of I-ygodieac, prolonged ii 319; 
of leaf of Spermophyta ii 310. 
Apiocytis. colony i 29. 
Apocarpous gynaeccuni U 558. 


A.arachnoidetts, water-retention | Apocynaceae, searcher-shoot 
by ndges u 56. I ij 

A. Qigtntinus^ dichotoinus^ tuber j Apodial flower of Lycopodineac 


ii 69. 

//. JimbriatuSy leaf-like appen¬ 
dages il 35; ihallus ii 22; 
water-retention by fringe ii $6. 

- 4 * niitUtfidus^ doUi- 

ciiiatuSy Viuctntianus, elater 
spirally thickened ii 95. 

A, glandiilosHS^ gemma ii 50; 
mucilage-pit ii 76. 

A, iatvis, germ-lube suppressed 
ii I z 2 ; sporogonium ii 94. 

A, sporogonium ii 94; 

water-pit ii 56. 

A, tubcrosiis^ tuber ii 65 . 

Anthoceroteae, antlieridinm, 
development ii 13 ; archc- 
gonium ii 14, development 
ii 16 ; oil-bodies, absent ii 70; 
old group ii 96; mucilage-sfit 
ii 27 ; water-retention ii 36. 

Anthriscus sylvestris^ leaf-apex, 
precedence in growth ii 310. 

Anlltttrmm digitatum^ digitate 
leaf by branching ii 325. 

//. Ifugtliiy nest-root ii 283. 

A . longifolium , tra n sfo rm ati 0 n 
of root into shoot ii 227. 

Anthyllis tdraphylla^ growth, 
plagiotropous ii 459; leaf, uni¬ 
laterally pinnate i 121, ii 
480; leaflet, asymmetry i I2(. 

Antipodal cells ii 636; fertiliza- 
tion-cffcct ii 637. 

Antirrhinum mq/us, colour of 
dower in light ii 551. 

A n tiik a m n ion c run at urn , d i- 
rcctive influence of light on 
branching i 237, 

A. Plumula^ branching of shoot, 
i 89. 237. 

Antitropic leaves of Rochea fal- 
ca(a i 1 ]6. 

Antrophyum cayennonse^ felt of 
root-hairs ii 283. 

Apandroua prothallns ii 220. 

Apex of root ii 266. 

Aphis causes phyllodyin Arabis 
X 194. 


11 310. 

Apogamy,\vith apospor)' ii 609; 
of Pteridophyta ii 187, 220; 
shoot formed in, and light i 
239. 

Apophysis of Musci ii 158. 
Aporogamy ii 615. 

Aposoris fectida^ development of 
leaf-stalk and light ii 301. 
Aposporoua fem budding i 46. 
Apospory ii 607; with apo- 
gamy ii 609. 

Apotropous ovule ii 631. 
Aquatic, Bryophyta, sporogo¬ 
nium ii 575 ; leaf of Salvhiia 
ii 348 ; plants, heterophylly ii 
357.juvenile form i 164,organs 

i 260, riband-form of monoco- 
tylous leaf ii 357 ; protbaMus 

ii 217. 

AquiUgia vulgaris^ phyllody of 
flower i 181. 

ArabiSy phyllody produced by 
aphis 1 194. 

ArachniopsiSytk^i^oiixyWy i loi; 
leafii 41; rudimentary forms 
iiii3. 

Araliaceae, shoot, direction i 
160. 

Aroitcaria correlation and di¬ 
rection of shoot I 214. 

A. brasUunsiSy cndogenetic shoot 
with protective cap ii 266. 
Araucarieae, flower, female ii 
521; pollen-sac, position ii 

s's- 

Arceuthobiaceae, stamen with¬ 
out vascular bundle ii 292. 
Archangelicdy leaf-base, function 
ii 299. 

A. oJfidnaHsy leaf-apex, prece¬ 
dence in growth ii 3 to. 
Arohangioptoria, sporangium 

"585- ... 

Archegonial, group 01 Musci 11 
152 ; venter of Musci ii 153. 
Arcbegoniatae defined ii i. 
Arcbegoniopbore of Hepaticae 


ii 84; of Pteridophyta ii 207, 
216. 

Arcbegonium, abnormal of 
Pteridophyta ii 188 ; develop¬ 
ment, in Hepaticae ii 15, in 
Musci ii 17, in Pteridophyta 
ii 184; of Gymnospermae ii 
629 ; of Pteridophyta ii 183 ; 
opening, in Bryophyta ii 13, in 
Pteridophyta ii 183 ; position, 
in Hepaticae ii 88 ; relation of 
number to fertilization in Pteri¬ 
dophyta ii 347 ; structure and 
position in Br)'ophyta ii 14; 
of unpollinatcd ovule of Cy^as 
11623 f venter in Musci ii 153; 
virescence ii 187. 

Archesporium ii 597; of An- 
giospermae ii 601"; of Antho^ 
ccros ii 606; of Gymnospermae 
ii 601; of Musci ii 133, 601; 
of ovule of Cuphea Zimpani 
ii 601: of pollen-sac of Angio- 
spermac ii 399; of Plcrido- 
phyta ii 601 ; of Sphag)Uim ii 
606, 

A rch idi // w, a rch egon ill ven ter 
ii 133; capsule, development 

ii 135. 

Archonlophocnixy leaf-form, de¬ 
velopment ii 327. 

Artta CaUchuy cotyledon, lobed 
ii 411; endosperm, mminate 
ii 411. 

Areseboug, aerophilous shoot 
of ii 463; false short twig of 
ii 4 .^.V 

A ristohehia CkmaiitiSy accessory 
axillary bud ii 434; adven¬ 
titious shoot, position ii 277. 

A, elcgansy propbyll and function 
ii 383. 

A^ SiphOy accessory axillary bud 
ii 434; leaf-base, protective 
function ii 291. 

A. lomenlosa, laminar growth, 
pleuroplastic ii 312. 

Ariatolochiaceae, dorsiventral 
flower i 133. 

Arttica montanay phyllotaxy il 

Arc i de a e, con crescc n ce 0 f spad ix 
and spalhe i 35; displacement, 
in members of spadix i 80, 
through diminution in size of 
organ i 81; growth of juvenile 
form, direction 1 143; bypso- 
phyll a leaf-sheath ii 34 ^» 
Juvenile form i I 57 > mistaken 
for Maregravia i 159; leaf, 
perforated ii 32s, sagittate ii 
324, split ii leaf-forms, 

development i 158» leaf-stalk 
ii 299; nest-root ii 283; 
plug-tip ii 309; Pothos-form 
i 139; Rhaphidophora-fonn, 
i 159; transition from anchor¬ 
ing-root to nourishing-root n 
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388; velamcn n 2^3: venation 
i\ 542, reticulate ii 33>>. 

Arrest, of bract, i 5 r» 5 ‘^ 

433 J brnnclunij of mot li 
274; of bu<l a 439 : oi' latent 
beds in deciduous trees 15’^: 
of corolla i 59: in coty!e<lon 
ii 400, 403 ; of development i 
6; of flower i 52, 57 * *' « 

in flower and function ii 547 : 
of gametophyte in apospory ii 
607: ofgvnaeccuin ii 557/>21 ; 
in juvenile form i 145. 152, 
ii 400; of leaf, adult i 167. 
on assimilating shoot-a.%es li 
446; of ovule i 58, 59, ii 560; 
of pinnule ii 511; of pollen-sne 
of Angiospermae ii 554: <»( 
proihallus by embryo-forma 
tion li 199; of shoot, lateral at 
apex of stem ii 431, apex in trees 

i 209; in spikelet i 50; of spor¬ 
angium ii 510, 534 ; of stipule 

ii 364 ; of tonis-clongation 11 
540; rarer in Tha)loph\ta than 
in higher plants i 56; through 
correlation through loss of 
function i 58, through feeble 
illumination i 232. through 
want of nutrition i bo. 

Arrested, formations in //*;/<>• 
fUris filiciua i 37; organs, 
morphcdngjLa) Importance i6o- 

Artantht jaotaiiensis, arrc't In 
(lower 157. 

Artocarpeae, anchoring*root ii 
288. 

Arto<arpHs^ Stipule, axillarv li 

37 ^- 

A. iftUgri/clia^ Stipule, concre¬ 
scence ii 372, 

Arum, depth in soil of toU*r 
ii 4f/>. 

A. macuiatioH, root, branching 
suppressed ii 274; pull-root, 
shorlenirjg ii 270. 

Arimdinaria japonica, ligule ii 
37 ^- 

Alarum, antipodal cells, {«;r- 
sistent ii 636; flower, dorsi. 
ventral i 133. 

A, turopcuum, venation ii 343. 

A^lepiadeae, anchoring-root ii 
a88; laminar growth, basi- 
plastic li 312: pollen-s^ac, ar- 
ii 554 j suppressed ii 

554 - 

Aifobohts^ directive influence of 
iight i 23sS. 

Aacomycetes, gro\7th in dark, 
ness i 257. 

Ascophyllum u^Josum, light and 
sporc.germinatlon i 230. 

Asexual propagation, of Fungs 
i 49.' of Hepaticae ii 47; of 
Mosci ii 139; of Ptcri<loph)ia 
!1 4^7 • of Spermophyta 

11 469; antagonistic to seed- 


format ion i 45, 213, ii 51,469; 
from old prothalli of OimuuJsi 

i 4 «j. 

Asparugineao. phyllocladv, 
structure ii 545. 

phyllocladc i 15, 20, 

ii 450. 

; .d. iouh'it-usis, clirnbing-hook ii 
. 4I9; k.UAjihyll, peltate II 334, 

! 500. 

j lMyrsiphyilum') mt'Jiohidcs, 
I phyUocladc ii 426. 450. 

cffis'inuiif, phylloclade ii 450; 
rout, shortening ii 270. 
Spwft^\'ri, phyiloclacle ii450. 

I .ls/cru/41, stipule ii 371. 

A. Si'u/i l.'t/ni, stipule ii 371. 
sptdiu m dns/ii/um. ga 11, by 
I J\iph>ir.iX <ornu ii 526. 

A, archcguniuin, ab- 

I normal ii |8S. 

A. sporoph)ll and 

f'di.nge-lcaf alike il 474. 
AipUuium, transformation of 
I leal* into •^hoot ii 241. 

^ A. bulMjintm^ leaf-bunie bud 
) i 4 ^- 

, . /. i/rWr//in«/,spon)pli\ll, form 
1 ii 486, as new formation it 
I 47 ^. 

i./, P»idit>, prothallus, <levclop. 
ment ii 2 4. 

' A. of'tuuUum <i>iuatiiHtn^ pro- 
thallus 11 210- 

A, obtuiifclium, leaf, waler-ab- 
sorbing ii 347. 

' //. Kuta^mufarui, juvenile form 

I i 151. 

sept<n(ricHaU\ abnormal or. 
gar*> ii 1S7. 

W- id ride, leaf, branching ii 316. 
Assimilation. axis, a trans* 
formed inflorcscencc.axis in 
Monocoty led ones ii 447. 
AssimilatioQ.cotyledon ii 402. 
Assimilation.root ii 2H0, 284. 
Assimilation-shoot, the typical 
shoot il 440; of Cadium and 
h^-ht i n>). 

Assimilation-sboot-axisii 445: 
arrest of leaf li 446 ; with in¬ 
creased surface li 448. 
Assimilation-sporogonium ii 
105.158. 

A 83 imilation.atipule ii 363. 
Astra(^dlusy carjKd, longitudinal 
septum ii 559; cotyledon, 
asymmetry i 115; host of 
nioityUs ii 225 ; leaf, change 
of function i 9; thorn ii 428 ; 
thom-lcaf i 9. 

A. cuis<€ndfus, stipule, concrcs- 
cent ii 369- 

A. herriduSy Tragdtaulhay thorn 
ii 429. 

Astranfidy flower-envelope, de¬ 
rived from hypsopbyll u 

550- 
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A. major, hyf>sO]»hsll, redijce<i 
foliage-leal ii 395. 

Asymmetry, of col\le<lon i 115, 
II 406, cau>e li 407 ; of flower 

i 129; of leaf i 106, 115, i ib ; 
of leaflet i 1 2 I-4, ,an<l gravity i 
123: of sporangium li ,^75; of 
stipule i 121. 125* 

Ategminy of ovule ii biS, and 
autolrophism an<l hctcfolr"- 
phism li 6 1 9. 

AI h I' riti m /• / fix - /iV m i ua <la > / > • 
litua, ,apos]iory ii boS. 

Atra^i'ue ulpitia. starnlnal flag- 
apparatus ii 550* 

Atrijhu>n, rhi/oid-strand ii 120. 

AtripUx halo[*hyte i 

ibb. 

Airoja, ,'idhc5ion of br.act and 
shoot ii 43S; inflorescence li 
43 ^- 

A./iiliadoufuXy aniso[>hyily, babl. 
tual i 113. 

Atropous ovule ii b3i, 

Alt la<o nt $i iu m auJf eg) ti u m , 

gemma ii 140. 

A.palustr^s gemma-leaf ii 139: 
gemma, protouemoi'l ii 40. 

Aurantioac. thorndcaf ii 430. 

Auricle of Angiospermae ii 361; 
of Hepaticae il 29. 58. 

Autopara^iitism ii 639. 

Autotrophism an<l .-itegminy of 
ovule li 619. 

Aviconiia, germination ii 256: 
j>ncumatO])h<»re ii 278. 

Awn of GramiiKae li 377. 

Axial placenta li 55b. 

Axillary, branching ii 431, in 
rtow'cr-region li 433, and phyU 
lotaxy i Si, time-relationshi[) 

ii 432 ; ovule ii 561 ; shoot 
and axillant leaf, concrescence 
ii 43b, development ii 432, 
displ.acement ii 434 ; stipule 

ii 315. ,^ 59 . 37 ^- 

Axis, nodes i 35; share in 
gynaeceum ii 55b, 557, 562, 
566, 568. 

AtoUa, foliage-leaf, segmentation 
ii 48M ; glochidi.a ii 212, 21S ; 
involution, dorsivonlral i 8b ; 
juvenile form i ib4 : leaf li 
34S; leaf-float ii 349; mas* 
sulneii 218; megasorus ii 4^8; 
mcgasporangiuin, analogy 
Nvith ovule li bi6 ; megaspore, 
gennination ii 212; mega- 
sporophyll ii 488 ; microsorus 
ii 48s; microsj>orc, germina¬ 
tion ii 218; microsporoph) 11 
ii 48S ; mucilage in leaf ii 34S ; 
prothallus. female ii 212, rhi* 
zoids absent ii 189; root.apex 
ii 267; rooi-hairs on water- 
root ii 2b9; symbiosis with 
Nostocaecac ii 34S; water- 
absorption by Icnf ii 349. 
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A. //icif/oides, growth of aquatic 
root in sojI ii 267; habit ii 

; megasoms ii 488; sporo- 
phyll ii 489. 

B. 

Balatiophora^ embryo formed 
from endosperm ii 637; f?ower, 
reduction ii 557, 621; par¬ 
thenogenesis ii 624; pollen* 
tube not formed ii 624. 

B, eU»fa/a,tmhTyo-siCy develop* 
ment ii 621. 

Balanophoreae, carpel with¬ 
out v ascular bundle ii 292 ; 
embryo, reduced ii 254; cm- 
bryo*sac, development ii 621 ; 
flower, reduction ii 621 ; hau- 
storium ii 224: organ-forma¬ 
tion i»j absence of light i 257 ; 
ovule, ategminous reduced 1 
ii 621. 

Balantiu m a nla rciicu m , p ro - 
thallus ii 200; sporangium, 
position ii 491. 

liamhusa^ hinge-cell ii 324. 

B. vcrluillata, hinge-cell ii 323. 

Barabuaeae, kataphyll ii 389. 

Banana, correlation of growth 
in fruit i 212, 

BanisUria auna^ searcher- 
shoot ii 454. 

^ar^«/a, hair-point ii 149 ; leaf, 
lamella ii 144, pat'illa ii 143 ; 
peristome ii 163; spore, shed¬ 
ding ii 163. 

B, a/otd^s, numbrancu^ 

folia ii 144. 

/?. subtil at a, dorsi ventral sporo- 
gonium and light i 236. 

Barringtouia Vrieseiy hypo- 
cotylar storage ii 259. 

Bartramia ityphylla^ leaf-sur¬ 
face, mammilla ii 143. 

Basal cell of archegonium of 
Pteridophyta ii 184. 

Basal, and terminal growth i 
41; growth of leaf ii 306; 
laminar growth of Aroidene 

ii 32 

BasUioholtn, malformation, arti¬ 
ficially produced i 188. 

B, ranarum, gonidia-formation 
in light and darkness i 257. 

Basidiomycetes, growth in 
darkness i 257. 

Basigamous pollen-tube ii 614. 

Basigamy ii 615. 

Basipetal, development of pel¬ 
tate leaf ii 336, of pinnule of 
Cycaciaceae ii 322, of spo¬ 
rangia ii 496 ; leaf-branching 
of Dicotylcdones ii 330; suc¬ 
cession in flower ii 542. 

Basiplastio type of laminar 
growth ii 312. 

Batrachosptrmum^ Chanlransia 


its pro-embryo i 149, and 
light i 238; juvenile form i 
148. 

Battareay clater i 19. 

Battersia m irabiliSy a nch or i ng 
disk as vegetative body i 150. 

Bauhinia^ leaflet, asymmetry 
i 123 ; stipule and function ii 
366; watch-spring-climber ii 

456. 

Bazzania filuuiy xerophilous 
adaptation ii 65. 

Beaumontia grandiflorOy search¬ 
er-shoot ii 454. 

Begonia y adventitious shoot, 
origin i 17 ; leaf, asymmetry i 
118; leaf-borne bud i 42; 
leaf-cutting i 45, varies with 
age i 46 \ leaf, form and 
branching i 119, and gravity 
i 219. 

B, fagifoliay scandens, root- 

I climber i 120. 

B. kydrocotylifolia, inearnatay 
mat ti lata, manUata, RtXy 
seandensy leaf, asymmetry! 119. 

B, prolifera, sinuatay inflore¬ 
scence, epiphyilous ii 437. 

B, ReXy rhizome, thick i 120. 

B. xanthinay flower, develop¬ 
ment ii 543. 

Begoniaceae, seed with small 
embryo and endosperm ii 631. 

Btniiteasa ec rife ray forerunner- 
tip ii 308; leaf-priroordium, 
division in formation of hypso- 
phyll ii 393; tendril, develop¬ 
ment ii 423; transition between 
leaf-forms i 10. 

BerberiSy branching ii 433; cor¬ 
relation in arrest of shoot i 
209; leaf-thorn ii 429; pollen- 
sac, partial suppression of 
active opening cells ii 6ii; 
short shoot precedes long in 
unfolding ii 443. 

B. vulgarity axis, radial with 
plagiotropy i 85. 

BerehtoldiabromoideSy embryo ii 
417. 

Berlinia panuulatay host of 
Pilostyles ii 225. 

Bertholletia exeelsOy hypocotylar 
storage ii 260. 

Detonua offeinaliSy corolla, con¬ 
fluence of parts ii 538. 

Betulay pollen-sacs, reduction of 
number ii 554; phyllolaxy, 
spiral i 96; shoot, dorsiventral 
lateral i 96; witches* broom i 
192- 

B. Untay ttigray shoot, dorsi¬ 
ventral lateral i 96; phyllo- 
taxy, variation i 96. 

BeyeriQck on gall-formation i 
202. 

Biciliato spermatozoid of 
Pteridophyta ii 172. 


Bidetis Beckiiy divided sub¬ 
merged leaf ii 358. 

Bifacial leaf ii 293. 

Bignaniay transformation of leaf 
into tendril ii 422. 

B, alhoduteay claw-hook ii 420; 
tendril ii 421. 

B. capreolata, littoraliSy adhesive 
disk of tendril i 268. 

B. unguisy claw-hook ii 420. 

Bigno&iaoeae, adhesive disk 
of tendril i 268; anchoring, 
root ii 288 ; claw-hook ii 420. 

Bijugate system of phyllotaxy 
of Bravais i 80. 

Bilateral, leaf ii 293, 328, pro¬ 
file-position ii 293 ; organ, de¬ 
finition i 66 ; shoot, of Musci 
i 66, ii 137; shoot with dis¬ 
tichous phyllotaxy in MonsUra 
dtlidosa i 90; sporangiam it 
574 . 581. 

BillbergiCy transition from fo¬ 
liage-leaf to bract i io» 

Bilocular ovary ii 362. 

Biota orienialiSy root, hairless ii 
269. 

Bipartite leaf of Hepaticae ii 
41. 

Bisymmetric organ, definition 

i 66. 

Bitegmi&y of ovule ii 617, 
628. 

Bladder of Utrindaria Hookeri 

ii 237. 

Blasiay amphigastrium ii 299; 
apical angle ii 21 ; gemma, 
dimorphous ii 49 ; leaf ii 37; 
leaf-auricle ii 29 ; mucilage- 
hair ii 29; symbiosis, with 
Aostot ii 78. 

B. pusilla, germ-plant i 240; 
lhallus, segmentation ii 37; 
vegetative point ii 28. 

Blind flower, result of high 
temperature 1213. 

Blitum polymorphiiniy halophyte 
i 266. 

Blytthy apical cell ii 21; branch¬ 
ing ii 22; leaf ii 37 ; light and 
growth ii 77; mucilagc-papil- 
la ii 28; pcrichactium ii.82; 
rhizome, sympodial ii 25; 
sclerenchyma-fibres ii 7^* 
shoot, etiolated i 249; $ub- 
archegonial tissue develop¬ 
ment after fertilization ii 106; 
thallus. hymenophylloid ii 25, 
winged ii 20. 

B, decipienSy apical cell ii 21; 
chromosomes ii 8; habit ii 24. 

B. longispina. leaf ii 37. 

B* Zyr///Y,antheridium, develojv 
ment ii 13; apical cell ii 
21. 

Boceonhy flower, arrangement of 
parts ii 532. ^ 

Boraginead, branching u 435 * 
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flower, suppression of upper i 
sS; inflorescence, compensa¬ 
tion of growth i 208, docsi- 
vemral cifcinatc i 136; ovary 
and placentation ii 563. 

Boroniay stamern transformation 


» 555 * .. 

Pcschia, air-caviues It 75* 

Bosstata, clad ode ii 451 J tran- 
sition-fonns of shoot i iCS. 

B. htUropkylla, mUrophylla i 
j6S. 

B. rufa, arrest of aduU leaf i 
168 ; juvenile form i 168. 

BoUry<hia <allipifris, long shoot 
and short shoot i 39. 

B. Mohtzianiiy long shoot and 
short shoot i 38. 

BotrychiiitHy anthcridium. open¬ 
ing it I7p embryo, differen- 
tiation ii 244, position of 
organs in ii 247; leaf, devvlop- 
ment ii 313, prothallus, dor* 
siventraliiy ii 199, hypogcous 
ii t99r symbiotic ii 199, 219; 
ptyxis, not circinate ii 321; 
sporangium ii 606, dehiscence 
ii 585, free ii 574, 5^4^ P^«i- 
tion ii 494; spore, nutrition ii 
$38 ; sporophyll ii 482. 

Lximria, prothallus ii 198; 
relationship of sporophyll and 
foliage*leaf ii 476; sporan¬ 
gium ii 584. 

B. simpUx^ sporangia 1 spike ii 
606. 


B, vir^itiidHutn^ orientation of 
organs of embryo ii 245 ; pro¬ 
thallus, tuberous ii 198. 

Bdtryditim granulattun^ resting 
state i 261. 


Bower, on grouping of distribu¬ 
tion of sporangia ii 496; on 
leaf-development ii 304. 

Bdwita vohtbilis. cladode ii 449. 

B rtuhypodiu m pinnalu , in v 0 1 u - 
tion of leaf ii 29S. 

Bract, adhesion to shoot ii 43S ; 


arrest it 397 ; of Daucui 
Carefa i 59; as protective 
organ ii 391, 397; without 
vascular bundle ii 292. 

Bract-leaf, transition from foli¬ 
age-leaf i 10, ii 391, 551, 

Bract-soale of Abietincae i 521. 

Braacb-oystexn of Cupressineae 
and light i 230. 

Branch-thorn, correlation and 
formation i 215; and medium 
i 263. 

Branching, absent in #/V/w/V- 
ichia mirabilis ii 431; acrogen- 
ous ii 432; of Algae and light 
1237; axillary ii 431; capacity, 
latent ii 431; of carpel *1537; 
of inflorescence, of lioragineae 
h 537 * of J/yescyamus ii 435 ; 
of leafofDicotyledones ii 329, 


forming apparent Icaf-wliorl i« 
333. of leaf of Filieincac ii 316, 
of leaf of Ophioglossaccae, in 
one plane ii 482 ; of upper-leaf 
ii 322 ; of petalinc primordia ii 
536 ; and phyllotaxy i 82 ; of 
protonema and light i 234; of 
root, suppressed ii 274 ; of sta¬ 
men 11533; ofstaininalpriinor- 
<Uum ii 536; ofshooti SS.ii 21, 
132,4 31, and leaf of Hepaticac 
ii 44, non-axillary of Musci ii 
131 ; of thallus of Algae i 34, 
of Afitura ii 26 ; variation in 
place of in Pteridopbyla ii 431; 
and vegetative point i 32; with¬ 
out axillant leaf ii 433. 

Brand-fungus ino<iifying flower 

i »93- 

Brassica^ flower-buds do not un¬ 
fold in darkness i 243. 

/>, oUfdc<a vtxr. botrytii^ axillary 
branching ii 433. 

Brathys proliJx<a^ androeciuxn ii 

535- 

Bravais, bijugatc and trijugate 
phyllotaxy i 80. 

Breathing outgrowth on root ii 
278. 

Breathing-pore of Hepaticac ii 
74 * 

Breathing-root ii 278 ; in rela¬ 
tion to dry soil i 260; in moist 
soil ii 278. 

Bristle of Compositae ii 398; of 
inflorescence inGramineac i 20. 

Broineliaceae, root, anchoring 

ii 286, intracortical ii 268; 
transition from foliage-leaf to 
bract i 10, ii 55K 

BromuSy awn ii 377. 

Brood-bud. See Gemina. 

Brood-gemma* See Gemma. 

Brovjfua €r<ila^ protection of 
bud i 7. 

Brugxtityay embr)o, viviparous 
ii 255; root, breathing out¬ 
growth ii 279. 

Br7aceae,archegonium.devclop- 
ment ii 16; spore, shedding ii 
165. 

Brytfftia, laminar growth, basi- 
plastic ii 312; leaf-lamina, 
branching ii 312; tendril ii 
425. 

B. dtoicdy androecium ii 539. 

Bryophyllum^ leaf ii 337. 

B. <alycinum, leaf-borne bud i 

4 ^* h 436- 

B, cr^na/uWy leaf, indented 11337. 

Bryophyta, comparison of sex¬ 
ual organs with those in Pteri- 
dophyta ii 185 ; development, 
hetetoblastic i 144; directive 
influence of light i 234; extent 
ofii 7; involution,dorsiventral 
i 86; juvenile form i 151; mois¬ 
ture and organs! 261; phyletic 


relationship with Pteridophyta 
ii 187; protonema and light i 
239 ; reversion to juvenile form 

i 171; sporogonjum, radial 

ii 574; sterilization ii 605. 

Bryopsu, light and vegetative 

organs i 256; reaction of shoot 
to external stimuli 1217; thal- 
lus, bilateral i 66. 

Bryopdris^ long shoot and short 
shoot ii 43; rc.iclion of shoot 
to external stimuli 1217. 

B.Jilidttay flagellum ii 44. 

B^yttm ar^inteuniy air-layer of 
dead leaves ii 75 ; dorsivcntral 
sporogonium and light i 236; 
propagative shoot li 139, silvcr- 
gl.ance li 1.^8; silver-slieenand 
medium 1261. 

B. ^gauUurHy shoot ii 132. 

B. puudodn'^tutrufft y asexual 
propagatioJ] li t25;protoneina- 
cusliion ii 148; Separation-cell 
of protonema ii 125. 

Bud ii43l; apical closure ii 309; 
arises direct in I lepaticac i 48 ; 
arrested 11439; convolute lami¬ 
na of in Slonocotyledones ii 
309; leaf-borne i 42, ii 241, 
4 . 3 ri 43 f>, 441 . 595 5 resting i 
174, 218, ii 44. 39S; root- 
borne i 42, 46, ii 22S, 276, 
280, 431. 

Budding of aposporous Filiccs 

i 46. 

Bud-protcction. bee Protec¬ 
tive organ. 

Bud-scalea, correlation i 216. 

BuBtfuria pt'Usa, searcher-shoot 
“ 454 - 

Bulbil, i 45, ii 469. 

Buniitm pBrafum ^ cotyledon, 
assimilating ii 402. 

Butomeae, cotyledon, differen- 
tiation ii 408. 

ovule on under-surface 
of carpel ii 558. 

B. umb^iiainSy creeping shoot 
with distichous phyllotaxy i 
90; dorsivenirality 1 90 ; hair¬ 
less root ii 269. 

Duxbaumidy antberidium, de¬ 
velopment ii 14; haustorium 
of cmbr)‘o ii 157; simplest 
moss-plant ii 127. 208; proto¬ 
nema ii 127. threads, concre¬ 
scence ii 121; male and female 
plants ii 151. 

spore,shedding ii 164. 

i?, indiisiiUay peristome ii 1O4; 
protonema ii i ;6 ; spore, shed¬ 
ding ii 164. 

Buxbaumiaceae, dorsiventral 
sporogonium and light i 236; 
origin of peristome ii 164. 

Byblis giganlidy ovular bausto- 
rium ii 639; iotercalaty growth 

ii 3”« 
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C. 

abomba^ divided submerged leaf 
“ 358; ovule oa upper surface 
of carpel ii 558. 

Cactaceae, arrest of leaf on 
assimilating shoot-axis ii 446; 
Cereus-form i 169; concre¬ 
scence of axillary shoot and 
axillant leaf ii 436; leaf-thom 
i 168, 264, ii 429; leaf trans¬ 
formed into nectary ii 430; 
hypocotylar water-storage ii 
260; juvenile form i 166, 168; 
ovary, inferior ii 429 ; phyletic- 
ally recent i 170 ; phyllotaxy 

i 78; reversion-shoot i 173; 
shoot as water-reservoir ii 452; 
long shoot and short shoot i 
33; increase of shoot-surface 
and light t 247; succulent 
form i 19. 

Cactus-form of shoot ii 452. 
Caducous stipule ii 363. 
Caesalpineae, branching of leaf 

ii 330. I 

Ccusalpinia Sappan^ leaflet, 

asymmetry i 122. 

CaladitoHy foliage-leaf, peltate ii 
, 335 ‘ 

Calamostachys Caskeana, mega- 
sporangium ii 602; micro- 
sporangium ii 602. 

Ca/amus, climbing-hook ii 421. 
Calathca, flower, asymmetry i 
129; inflorescence,dorsiventral 

i 129. 

Calcarato flower i 131. 

CalUsia dclicatula, leaf, asym¬ 
metry 1117. 

Cdllithamnion^ vegetative organs 
an<l light i 256. 

C\ cofymbosumf branching and 
light i 237. 

CalliCrichCy flower-leaf, terminal 

ii 541; phyllotaxy ii 442. 

C. verna, leaf-rosette ii 442. 
Ca/h/f iSf juvenile form i 134; 

reversion-shoot i 173; sporo- 
genousccll-mass in ovule 11628. 
CalluS'formatioD, on root-tip i 
43 ; and gravity 1222. 
Callua-root in seedling i 44. 
Callus-shoot i 44. 
Calobryaceae, growth, ortho- 
tropous ii 18; mucilage-papilla 
ii 40; rhizoid, absent ii 45; 
shoot li 40, orthotropousii 39. 
Cahhrytm^ anisophylty, occa¬ 
sional i 102; growth, ortho- 
tropous i 102, ii 18; isophylly 
i io2; sexual organs, protec¬ 
tion ii 84, terminal groups of ii 
80. 

C. female plant il 40. 

Caliha paliis(risy ptyxis and 
space-relationship ii 311; hyp- 
scphyll of whole Icaf-primor- 


dium ii 392; stipule, axillary 
373 » ; venation ii 343.' 

Calycaothemy through Phyto- 
plus i 195. 

Calympv es, perforated water- 
cell ii 145. 

Calypogeia, endogenetic shoot ii 
45 ; fluid around young sporo- 
gonium ii 90; foot of embr) o 
ii 105; hypogeous fruit-branch 
ii 90; ortholropous sexual 
shoot ii 41; related KoSoulhhya 
ii 90; spore,germination ii 110. 

C.tricctorum^ fertile sac enclos¬ 
ing embryo ii 91; sporogonium 
ii 90. 

C. Trukomams^ anisophylly and 
dorsiventral shoot 1102; fertile 
sac leafy ii 91; gemma ii 51 ; 
spore, germination ti 110. 

Calyptra of Musci ii 152; of 
TrUh^coUa ii 89. 

Calycine hook of Agrtmonia 
ii 542 - 

Calyx, development in Sym- 
phericarpus ii 543. 

Campanula^ evolution of radial 
corolla ti 553, 

C. laltfolidy heteropbyily absent 
ii 351; stalked leaf ii 301» 

C. rotundifolia^ heterophylly li 
351 ; reversion to juvenile form 
and light i 242; stalked leaf ii 
3 <^ 2 - 

C. Tra^fulium^ heterophylly 
absent li 351. 

Campanulaceae, heterophylly, 
explanation ii 351. 

Carnpylopus^ arcbegonial groups 
in bead ii 150. 

C JlcxHcsuSy propagative sboot 
ii 139. 

C, pclytrxchoidis^ lamella on 
under-side of leaf ii 144. 

C. Schimperi^ propagative shoot 
il 239. 

CaDDabiDea6,aporogamyii6!5. 

Caonaceae, venation in relation 
to whole leaf-growth ii 342. 

Camta indicdy root, shortening 
ii 270; venation ii 342. 

Capillarity between rhizoids of 
llepaticae ii 32. 

Capillary, water-chamber formed 
by leaf of Hepaticae ii 58; 
water-reservoir of FruUania 
dilalata i 261. 

Capitulum of Compositae, reci¬ 
procal pressure changing form 

i 77 - 

Cap less root ii 230, 267, 

Caprifoliaceae, double leaf i 190. 

Capstlla Bursa-pastoriSy leaf- 
form in dwarfing conditions i 
259 - 

Capsule of Musci, development 

ii 255; of Sphapiunty explo¬ 
sive ii 162. 


Caraqaua, change of function in 
leaf i 9; thorn-leaf i 9, ii 
429. 

Carapa moliuccnsiSy breathing 
outgrowth on root ii 278. 
Cardavtint pratensiSy double 
flower i 213; exogcnctic root 
u 273; vegetative develop¬ 
ment and suppression of repro¬ 
ductive organs i 213. 

Carduusy bristle ii 398; de- 
current leaf-base ii 448. 

Cnrexy embryo ii 411; seed, ger¬ 
mination ii 412. 

C. Crayaudy embryo ii 411. 
Carlud<ruica plicalay hypsophytl 
ii 596. 

Carmichaclidy cladode ii 451. 

C. crassicaulis^ shoot as water- 
reservoir ii 452. 

C. Engsiiy juvenile form i 168; 
transition from heleroblaslic 
to hocDoblastic germination i 
168. 

C. Exsuly JlagcHif^rmis ii 451. 
C. s/ric/a, arrest of adult leaf i 
167 ; juvenile form i 167. 
Carpel, of Angiospermae ii 527, 
555; branching ii 537; of 
Cycadaccaeii5i i; ofConiferae 
ii 518; of Ginkgoaceae ii 518; 
of Gymnospermae ii 511; in 
inferior ovary ii 567 ; number 
in Acofiitnm ii 538 ; ovule on 
under side ii 558; septation 
ii 559; sole ii 557; in syn- 
carpous gynaeceum ii 562; 
terminal ii 541 ; without vas¬ 
cular bundle ii 292. 
Carpellary, ovule ii 560; pla¬ 
centa ii 556. 

CarpiuuSy juvenile form, direc¬ 
tion of growth i 143; leaf- 
position i 96; shoot, abortion 
of apex of annual i 209; 
shoot, dorsiventral lateral i 96. 
Carum Bulbocastanuniy cotyle* 
don, assimilating ii 402. 
Caryophylleae, embryo, lie in 
seed, Lubbock's statement it 
406; gynacceum, superior syn- 
carpous ii 563; bexamery and 
pentamcry in same plant ii 
538; placenta, free central ii 
564; staminal primordium, 
branching ii 536. 

Cassidy transformation of stamen 

555 - 

C. Eisltildy carpel, transverse 
septum ii 559. 

Castanea vescdy phyllotaxy, 
variation 1 96 j shoot, dorsi- 
vcntral lateral i 96; stipule, 
protective function ii 363* 
Castor of peristome of Musci 11 
164. 

Cdsuarifidy basigamy ii 615 > 
development homoblastic i 
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143; embryo, adventitious ii 
624 ] tlower-leaf, tenniual ii 
541 » juvenile form i 166 ; 
ovule, development ii 633, 
haustorium ii 633; partheno¬ 
genesis ii 633; pollen-sac, 
active opening cells ii 6il ; 
phylclic position ii 633, 635. 

Casuarina glauca, ovular hau- 
storium ii 634. 

C. Kumphii, ovule ii 634. 

6\ stricta, cmbryo-sac ii 633- 

C. tomlcsa^ soling • plant i 
144. 

r. tubtrosa^ nuccllus ii 634. 

Caeuarineae, arrest of leaf on 
assimilating shoot-axis ii 446. 

Catalpa sytingatfolia , an iso* 
pbylly, lateral i loS. 

Caiharitiea^ antheridiam, open¬ 
ing ii II. 

C, unJt(/a/a, leaf, lamella ii I44; 
sporogonium, dorsiventral and 
light i 236. 

CouUrfa, leaf-Uke organs and 
Jigbti J49 ; light and regenera¬ 
tion i 237. 

C. pToliferCy position of organs i 
90. 

Cauliflower, correlation of 
growth in Hag-apparatus tail. 

Caulome, definition i t6. 

Cavicularia^ gemma ii 49; leaf 
ii 37 - 

Ctcidomyia gall i aoo. 

Cuid0tu Eufuitay gall i 199. 

Cidrela amara, leaflet, asym¬ 
metry i 122. 

Cedrus, juvenile form i 154. 

CoU, use of term i 22. 

Cell^colony of Tballophyta i 
22 . 

Cell-dominion, of Tballophyta 
122; with vegetative point i 33. 

Cell-maBs, sporogenous ii 596. 

Cellular structure of land-plants 
i24. 

Cellulose in sporangial wall of 
Lycopodium ii 578. 

Ctlona cris(a/a, correlation of 
growth in flag-apparatns 1211; 
inherited fasciation i 184, 

laminar growth, basi- 
plastic ii 312; leaf-lamina, 
branching ii 3 « 3 . 

CencArtis^ inflorescence, bristle i 
20. 

Ccn/auroCf bristle ii 398- 

CffUradotn’a, anisophylly, ha¬ 
bitual i 111; leaf, asymmetry 
1 n6. 

anisophylly, arti¬ 
ficial inversion i 255, habitual 
i HI. 

C. inaoquilaieraUs. anisophylly, 
habitual i in. ^ ^ ' 

Central cell of archegonium of 
Pteridophyta ii 184. 


CoUrantkus Cah itrnpay enation 
i 195. 

Ccphalaria Uituxtuha^ laminar 
growth, ba>ipla>uc li 31 2; leaf- 
lamin.i, branching ii 312. 

CcpAu/o.'axtis, llowcr, Icmale ii 
^U ); ovule ii 519. 

C. Porlunci^ archegonium ii <>29; 
cndogenelic vegetative point 
of shoot ii 266. 

Cep A aloius Jollicti laris, 1 c af, 

tubular ii 337, development ii 
339 - 

Cephalozia, spore, germination ii 
101 . 

C. ( ProtocepA ah : 1 <i) ephe me • 
roUes, pro-embryo persistenl ii 
110, 113; rhizoid as in Mu»ci 
ill 16; rudiroent.aryformii 114. 

C. ( PUropsiella ) /ron diform is , 
reversion of leaf to tballus- 
form ii 42. 

CeraCodon pu rpureu s , spore, 
shedding ii 163. 

Ceratophyllum, rootless ii 234, 
265 ; vascular bundle ii 293. 

C. demersum, leaf, dichotomy ii 
3 ^ 9 * 

Leratopieris, Icaf-bomc bud ii 
4344 ^ 593; placenta, 
absent ii 472 ; prothallus and 
gravity i 221 ; shoot, soppres- 
sion of lateral ii 431 ; sporan¬ 
gium ii 588, 595. 

C. /Aalic/roideSs juvenile form i 
152; propagation by leaf- 
bome shoot ii 441; stipular 
scale ii 315. 

Ceratozamia^ flower ii 512, 
spike as protection to ii 512; 
pollination ii 523 ; sporopbyll, 
development ii 513, transition 
from sterile to fertile ii 511; 
stamen ii 514. 

C. lotigifolia^ ovule, develop¬ 
ment 1162 7, sterilization 11627. 

C. rolnista, air-root ii 282; 
carpel ii 513 ; ovule ii 616, in¬ 
tegument ii 616. 

CereuB-forminCactaceae i 169. 

Ceriops^ viviparous embryo ii 

255- 

Ceropegia, concrescence in corolla 
i 53 - 

Cetraria islandica , sy mmet ry 
and direction i 72. 

Chaeiophora, chief axis and 
lateral axes i 34. 

Chailleda, epiphyllous inflore¬ 
scence ii 437. 

Ohalaaal nutritive tissue ii 640* 

ChaluBogamy U615. 

CAamaecyParis^ juvenile form i 
* 54 - 

Chamatdorea desmonccideSy 
climbing-hook ii 421. 

CAamfurops, leaf, development 
» 327 J liffole ii 37 ^- 
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Chamaerops {TracAyrar/us) ex- 
celsa, primary leaf ii 327. 

C. Alt mills, leaf, development 
ii 379 * 

Change of function, in leaf i 9, 
it iu organs i S; in root 

i 12; through light i 255. 

ChanCrafisia a pro-embryo i 149. 

Chara, leaf 115; node and in- 
teniode i 35; pro-embryo i 
150; rhizoid ii 117; rhizoid- 
formation and light i 231. 

C./ragilis, habit i 35, 

ChoBmogamy and light i 245. 

Cheiraufhus , flower, develop¬ 
ment ii 543. 

Chelidoniuvi, leaf, branching ii 
331 ; leaflet, asymmetry i 122. 

C majus, leaflet, asymmetry i 

124, 

Chenopodiaceao, cotyledon ii 
406. 

Chief axis and lateral shoot i 
34 - 

C hiloscypkusy clater ii 99; leaf, 
concrescence ii 42; spore, ger¬ 
mination ii no; sporogonium 
without elaterophorc ii 99. 

C^eymbalifems, decipiens, water- 
sac ii 60. 

CAlamydomoitns, moncrgic form 

i 27. 

C. Brenoniiy moncrgic organiza¬ 
tion i 27, 

Chloreochyma of leaf ii 293. 

Chhris, dorsiventral inflore¬ 
scence i 134, 

Chlorophyceoe, anchoring-or¬ 
gan developed through con¬ 
tact-stimulus i 269. 

Chlorophy Ileus, embryo of 
Hcpaticae ii 105 ; fotiage-Ieaf 
the primitive leaf-form ii 291; 
prothallus of P'ilicincae ii 199, 
of Lycopodium ii 192, of 5 j/- 
2*iHia ii 211 ; root of Podo- 
stcmaccaeii 2S0; sporogonium 

ii 105. 158. 

Chondrioderma difforme, plas- 
cnodium i 35. 

ChoripetaUe, ovule, biteg- 
minous ii 6171 epithelium ii 
638. 

Chorisis ii 532; negative 533, 
ii 540; of stamen ii 535. 

Chromosomo - reduction^ in 
fonnatiou of megaspore ii 625; 
in gametophyte of Ply Ilia ii 8; 
in pollen-sac ii 598; in spore- 
development ii 596. 

Cicer, cotyledon, asymmetry i 

C. subapkylltitn, leaf-tbom ii 
429. 

CincAona, stipule, concresceot ii 
368, protective function ii 363. 

C*5uccirubra, St i pu I e,con crescent 
ii 370, 
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CzncHdium, spore, shedding ii 
164. 

Circaidy light and leaf^formatioD 

i 356. 

C. alpitta, luUtiana^ stolon, de* 
vclopment ii 440. 

C. intermcdiay hypsophyll ii 
393; shoot, persistent geo* 
philous ii 463, transformation 

ii 464. 

Circinat«, dorsiventral iodore- 
scence in Boragineae i 136; 
leaf-apex in Cycai Thouarsii 
ii 323 ; ptyxis, absent in some 
Pteridophyta ii 321, in leaf 
with apical growth ii 310. See 
also Involution* 

Cirsiuniy bristle ii 398* 
CUtineae, stamen, basipetal 
saccession ii 542. 

Cishts pofndifoHus^ gynaecenm 
ii 565; style, formation ii 565. 
OV/w, adventitious embryo ii 
624; leaf-thorn ii 430; poly- 
embryony ii 637. 

Cladode. See Phylloclade* 
Cladonia,%ymxtit\xy9XiA direction 
i 72* 

C.<’(?r<‘(/<rr<3,tbalIusaQd podetinm 
i 72. 

C. verdcillatay symmetry and 
direction i 73. 

Cladophora, filament, branched 

i 33; rhizoid, development 
t 269* 

C» fractal vegetative point i 33. 
C. glomeratay prolifera^ branch¬ 
ing i 34. 

Cladosporium, spore, limited 
growth through starvation i 
142. 

CladosUphus vcrtidllatus^ long 
shoot and short shoot i 37. 
Clarkidy pollen-sac, sterilization 

ii 555- 

C. pulchtUdy cotyledon, inter¬ 
calary growth ii 404; petaline 
primordium, branching ii 536* 
Claw-hook ii 420. 

Claytonia perfoliaiat cotyledon, 
assimilating ii 402. 
Cleistocarpoua Musci ii ido. 
Cleistogamj, arrest of corolla 
through loss of function i 59: 
and external factors i 245; and 
light i J45. 

Clematideae, stam inal flag- 
apparatus ii 550; ovule, anest 

i 59* 

Clematis^ flower, arrangement of 
parts ii 531; leaf-spindle- 
climber ii 421. 

C. a/oliata^ arrest of adult leaf 

i 167, of leaf of assimilating 
shoot-axis ii 446; juvenile 
form i 167* 

C. calydna^ ovary, pluriovular 

ii 560. 
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Clematis Vi/alda, liane-growth 
V 453 * 

Cliftosiaea pectinate^ dorsiventral 
involution i 86; dorsiventrality, 
ligpificance of i 87; shoot, di¬ 
vision of labour i 40. 

Cltmacium doidraides^ branch¬ 
ing ii J32. 

Climbing, Aroideaei 157 ; Cac- 
taceae, reversible dorsiventral- 
ity ini231; Filicesii346,593; 
figs I 159? hook i 9, ii 334, 
340,419, stipular 11371; Marc- 
gravia i 159; organ, leaf as ii 
419, peltate kataphyll as ii 3 34, 
shoot as ii455,stipule as 11372, 
tentacle as ii 419; plants! 157, 
with anchoring-root ii 286 ; 
shoot, symmetry i 90, flattening 
of i 92 ; by tendril i 161. 

Clusia alba, polyembiyony ii 

637- 

Clusiaceao, anchoring-root ii 
288* 

Cobcua, tendril i 161. 

C. scancUnSy auricle, ii 360; leaf- 
form i 10; stipule it 360; 
transformation of leaf into 
tendril ii 422. 

Coccitna, tendril, nature ii 425. 

C indicdy tendril, development 
» 423 -. 

Cac Alcana, flower, soccession of 
development ii 543. 

Cocos, leaf-form, development ii 

337- 

Cedium, assimilation-shoot and 
light i 249. 

Coenoblum, definition i 2Z, 24, 

25- 

ColcAiaim auiumnalc. branching 
of root suppressed ii 274. 

CoUochaete, sporangium i 19. 

Coleoptile ofGramiueae ii 415. 

Coleorrhiaa of Gramineae ii 

4I5* 

ColUtia, cladode ii 451; juvenile 
form i 168 ; reversion to ju¬ 
venile state ii 431- 

C crxiciata, cladode ii 451; ju¬ 
venile form i 168 ; reversion- 
shoot 1173; shoot-thorn i 168, 
ii 451. 

C. spinosa, cladode ii 451. 

Cclocasia, water-slit at Icaf-apcx 
ii 309. 

Colony i 25* 

Colour, of flower ii 522, 551,' 
and light ii 551; of Hepaticae 
and beat ii 78, and light ii 77, 
and transpiration ii 78; and 
sexual organ ii lo; and trans¬ 
piration of fruit ii 571. 

Columella, of Anthoceroteae ii 
94; of Musci ii 156; function 

ii 157. 

ColufTtmoy anisopbylly, habitual 

i 113. 


Cohimma Kalbrcyeri, SchUde- 
ana, leaf, asymmetry i 116;' 
anisophylly, habitual 1113. 

Cotura, elater ii 100; gemma ii 
51 ; sporogonium without ela- 
terophore ii 100; water-sac 
ii 61. 

C. Karsteniy water sac ii 62. 

C omata. germination u 61. 

C. tortifolidy amphigastrium ii 
61. 

Combretum, searcher • shoot ii 
454 - 

Commehnay flower, dorsiven- 
traliiy i 131, 

C coeUstis, flower, oblique dor- 
si ventral i 228. 

Commelinaceae, flower,oblique 
symmetry i 1285 leaf, asym¬ 
metry i 117. 

Compass-plant, profile position 
ii 294, 

Compensation of growth i 207, 
208. 

Competition between vegetative 
points i 42. 

Compositae, bract, arrested ii 
397, suppression i 59; bristle- 
scale, relationship to hypso- 
phyll ii 398 ; capitulum, rela¬ 
tionship ofsizeofpartsit 529,re¬ 
ciprocal pressure in 177; corolla 
ii 553» unilaterally split ii 553; 
flag-apparatus, correlation of 
growth i 211; flag-flower ii 
571; flower, arrangement of 
parts 11 531, concrescence in ii 
546, evolution of tubular ii 
553, retardation i 57, unessen¬ 
tial zygomorpby i 130; hypso- 
phylUi 393 » 397 ; inversion 
by torsion ii 296; shoot as 
water-reservoir ii 452, 

Compound leaf, correlation of 
growth i no. 

Conchophylluni rw^rrVj/t/w,tran¬ 
sition to tubular leaf H 338. 

Concrescence,actual ii 546; of 
axillary shoot and axillant 
leaf ii 436; congenital i 53, 
in flower ii 546; in corolla of 
Gamopetalae i 52; in false 
septum of fruit of Cruciferae 
153; in flowerof Scirpodendron 
costa/urn i 51; in gynaeccum 
ii jjy; of hair-root of Hori- 
deae 154; of leaves of Hepa¬ 
ticae ii 42; of nuccllus and 
integuments ii 618; of organs 
i 51; of ovule and ovary ii 
620; of prophylls of Mono* 
cotyledones ii 382 ; of pro- 
tonema-threads ii 121; of 
spadix and spathe of Aroideac 
i 55; in staminal tube of 
Lobelia i 53; of % 

adjacent leaves ii 308; ol 
stipules of one leaf ii 367. 
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ConductiDg-buBdle, function ii 

CoDduction of water in Mar^ 
(hantiii ii 34 * 

Con©, reciprocnl pressure in, 
changing form of organs i 77 * 

Conflgupalion. influence of ex¬ 
ternal stimuli upon i ^17; of 
flower and distribution of 
growth ii 552 ; of halophytes 
and environment i 265; of leaf 
and relationships of life ii 345 ; 
of organs and mechanical 
stimuli i 26Sj of sporophylls> 
cause ii 473. 

Confluence, of flower parts ii 
538; of pollen-sacs ii 334. 

Conformity in development of 
antheridu and archegonia in 
Pteridophyta ii 1S5. 

Congenital, concrescence i 53 ; 
concrescence of flower ii 546. 

Coniferae, anther, crista ii 516. 
shield li 516; archegonium 
ii 620; basiplastic laminar 
growth ii 322 ; branching and 
phyllotaxy i 82; carpel ii 518 ; 
cone, reciprocal pressure i 77; 
cuttings root feebly 151; di$* 
locator-cell ii 614; embryo- 
geny i 20S; embryo-sac-ger- 
raination ii 631, and stimulus 
of pollen-lube li 623; epinasty 

i 85 ; exosporium cuticularized 
and embryo-sac ii 626; flower, 
colour 11322,551; flower female 

ii 518, biological relationships 
523,formation and restricted 

growth i 212, hypothesis of 
evolution ii 525, or inflore¬ 
scence ii 524, malformation ii 
524, morphology ii 524, 
position ii 523* virescence ii 
525 ; flower male ii 499, 514; 
hyponasty i 85; inflorescence ii 
•18; juvenile form i 153, sexual 
organs i 146; leaf-cushion ii 
569; leaf-insert ion i 93; mega- 
prothallus depends upon pol¬ 
lination ii 624; ovule ii 628, 
bitegminous ii 628, lie In the 
flower ii 523, stcrilixation ii 
6a8; pollen-grain,germination 
ii 6x4; pollen-sac ii 610, open¬ 
ing ii 610; pollination ii 523; 
prolhallus, male ii 614; re¬ 
production, capacity i 143; 
root, hairless li 269; rosette 
of archegonium ii 629; seed, 
correlation in development i 
208; shoot, correlation and 
direction i 214, dorsiventral 
lateral { j short shoot and 
long shoot ii 444 ; spermato¬ 
cyte ii 614; spermatozoid ii 
^J4i sporangium, embedded 
and free ii 574 ; sporophyll as 
steruized sporangium ii 517 ; 


stamen, variation in one flower 
ii 51 f>. 

Connectivo of anther ii 553. 

Cou0rTttiriurn, hair-protoncma 
from calyptra ii 154. 

Cofwstcfutiffiy spore, shedding ii 
163. 

Contact-stimulus, and disks on 
tendrils i 2^8 ; and hair-roots 
and anchoring-organs i 269. 

ConViillariay leaf ii 450. 

t\ majalis^ leaf and environ¬ 
ment ii 298. 

C. / 'cly^ofiatu tUy i n fl o re see n c c, 
unilateral i 137- 

Cop r in n s tpfu nu > us , flUatilis . 
stinorarinsy sporophore mal¬ 
formed in darkness i 25S. 

C. nivtuSy nycthd^nruSy sterile 
in darkness i 259. 

C. sUrcorariuSy regeneration of 
cortex of scicrotium i 50. 

Coralhrrhizay rooticss shoot ii 

C, innattiy rooticss ii 2f>5. 

Ccrdylinty gravity and formation 
of organs i 224. 

Con'anJrnm, flower, unessential 
zygi'morphy i 130. 

Ccs'tdfiay carpel and ovule, de¬ 
velopment ii 5^1 ; ovale, axil¬ 
lary' to carpel ii 561, 

i\ fnyfti/oliay gynaeceam ii 561. 

Corolla, confluence of parts ii 
53^ ; of Compositae li 553 ; 
radial, evolutionof ii 353 ; size 
and light ii 551. 

Correlation 1205; arrest through 
i 58,208; bract and Uaf-sheath 
of Umbelliferac i 59: in bud- 
scalc$i2i6; mbudsoftrcesi58, 
20$; in axillary* buds oi/uglans 
rspa i 209; carpel and ovule 
i 59 ; cotyledon and hypocotyl 
\ii(iOyOiSfr€ptocat-yus\iio\ in 
direction of root i 214 ; in ecu- 
bryogenyi 208; in flower i 211, 
flag-apparatus 1211; in fruit i 
2 c 8, 2t2 ; in leafi 209, com¬ 
pound i 2X0; in leaf-form i 215; 
leaf-lamina and stipule t 210 ; 
leaf-size and shoot-axis i 211; 
leaf-stalk and lamina ii 300; 
in organs, direction i 214, 
reproductive and vegetative 
XJ42, 2x2; in prothallus, and 
embryo i 142, and sexual or¬ 
gans i 58 ; qualitative influence 
\ 214; quantitative influence 

i 207; rhizoid and water-sac 

ii 45 ; in root-sptem, direction 
i 214; seed and flower i 58, 
208 ; in shoot, leaf and bud i 
209; in shoot-system, direc¬ 
tion i 214, of potato i 215: 
sporangium and leaf of Sda- 
pitulla \ 216: in sporophyll- 
form of Pteridophyta i 215; 


in stipule i 210: in tendril, 
formation i 216; in thorn, 
formation i 215; of growth, 
interpretation i 209; vegetation 
and reproduction i 212. 

Corsinidy antheridium, develop¬ 
ment n 13; embryo, chloro- 
phyllous ii 105; scale ii 30; 
sexual organs, grouping ii 84 ; 
spore, ceU-wal) ii 106, rapid 
geniiination ii 107; sporo- 
gonium contains spores and 
nutritive cells ii 98. 

cotyledon,assimilating 
ii 402; flower, transverse dorsi- 
ventral i 128. 

i\ <avay embryo, retarded ii 250: 
geophilousshoot, depth in soil 
ii 465. 

C*. K'tavuuhUay transformation of 
leaf into tendril ii 421 ; transi¬ 
tion from leaf to tendril i xo, 
161. 

C. embryo, retardctl ii 250; 
inheritance of peloria i 184, 

Corylaceae, basigamy ii 615. 

CoryluSy flower, position of male 
and female ii 472; laminar 
growth, pleuroplastic ii 312: 
leaf-lamina, branching ii 312: 
ovular development after pol¬ 
lination 11623; ovule formed 
by stimulus of pollen-tube i 
269. 

C Avolhnay phyllotxxy, varia¬ 
tion i 96; shoot, dorsiventral 
lateral i 96. 

C. Colurna. shoot, dorsiventral 
lateral i 97. 

Cotyl&r storage ii 257, 401. 

CotyUdon UmbilicuSy relation$hip 
of leaf to shoot-axis 1114. 

Cotyledon ii 400; arrested form 
of foUage-leaf ii 400, 403; 
assimilation-organ ii 402 ; a- 
symmetry i 115, ii 406, cause 
11407; broad ii4c6; convolute 
li 406; developmental stage of 
foliage-leaf ii 402 ; differentia¬ 
tion inMonocotylcdouesii 408; 
of Dicotyledoncs ii 402 ; emar- 
ginatc ii407 ; cpigeous, simple 
conflguralion ii 403; factors 
of configuration ii405; feuilles 
seminales of A. P. De Candolle 
11 400; haustorium ii 401, 410; 
intercalary growth ii 404; 
lobed ii 407, 4x1 ; mcsocotyl 
ii 412; middle portion in 
Monocotyiedones ii 4x0; nar¬ 
row ii 406; peltate ii 334; 
persistent ii 235, 403; piston 
II402; posl-embry'onal develop¬ 
ment ii 404; protective ii 40X ; 
protopbyltof Du Petit Thouars 
ii ^00; of Pteridophyta ii 400; 
resembling foliage-leaf ii 402 ; 
reservoir of reserve-material 
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“257,401; shcathinMonoco- 
tyledones iUog, 410; ofSper- 
mophyta ii 401; transition be¬ 
tween epigeous and hypogeons 
|i 403 ; transition to foliage- 
leaf 11404; tuber 11257; and 
hypocotyl, correlation in size 
ii 360. 

Craftlzia limarisy cylindric leaf 
by reduction ii 295, 

Crassulaceae, branching and 
phyllotaxy i 83. 

Crafae^iSy reversion of thorn- 
shoot to foliage-shoot ii 453. 

C. Oxya<aHtha, thorn-twig ii 

452- 

C. Pyracanthay thorn-develop¬ 
ment i 264. 

Creeping shoot, symmetry i 90; 
flattening i 92; with distichous 
phyllotaxy i 90. 

Crept5 biennist inheritance of 
fasciation i 185. 

Crested leaf ii 345. 

CrinutHy embryo-sac,haustorium 
ii 620, many ii 618; endo¬ 
sperm, development ii 618; 
ovule, alegminy ii 618, rudi¬ 
mentary ii 620. 

Crista of anther of Coniferae ii 

CrocuSyXocAy dimorphism ii 271. 

C. longijlortis, pull-root ii 271; 
root, dimorphism ii 271 ; root-1 
development, |)criodic ii 290. 

C vernusy embryo, retarded ii 

Cruciferae, bract, arrested i 57, 
ii 397; bract, developed 
through Phytoptus i 195; 
branching, axillary ii 433, with¬ 
out axillant leaf ii 433; cotyle¬ 
don, emarginate ii 407; flower, 
arrangement of parts ii 531, 
structure ii 543, structure in 
relation to pollination ii 547, 
unessential zygomorphy i 130; 
fruit, concrescence in false sep¬ 
tum i 53; hypsophyll ii 397 ; 
ovary, false septum ii 565, uni¬ 
locular becoming plurilocular 
ii 5^5; staminal primordium, 
branching ii 536. 

Cryptocoryne ciliatay viviparous 
germination ii 256. 

Crypiomcria japcmcCy flower, 
female ii 521. 

Cucumis tendril, develop¬ 
ment ii 424. 

CucurbUa^ flower-buds do not 
unfold in darkness i 243; root, 
experimental malformation i 
] 91; tendril, spirally-branched 
ii 426. 

C PtpOy root-hair, suppressed in 
water ii 269; seedling, etio¬ 
lated, flowering i 243. 

Cucurbitaoeao, stamen, con- 


flnence ii 539; tendril i 164, 
development ii 423, Muller’s 
mv^tigations ii 425, prophyl- 
lar ii 384, teratological pheno¬ 
mena ii 428. 

Cunninghamia, flower, female ii 

Cumnia capemisy stipule, de¬ 
velopment ii 364, protective 
function ii 363. 

Cuphea Zimpaniy archesporium 
of ovule ii 601. 

Cupressineae, branch-system 
and light 1230; flower, female 
ii 531, morphology ii 524; 
juvenile form i 153, cutting i 
45 * ovule, sterilization ii 628, 
unitegminous ii 617; pollen- 
sac, opening ii 610, position 
“ 5 * 5 P prothallus, male ii 614; 
reversion, its cause i 173, 
shoot i 173; seed, protection 
of ripening ii 533 ; stamen ii 
500pS*5- 

juvenile form i 154. 

C./^wsenianay flower, female ii 

521. 

Cupuliforae, cotyUr storage ii 

CuraitigOy signiflcaoce of fan- 
shaped leaves ii 336; venation 

» 340. 

CusKutay embryo,reduced ii 254; 
haustorium ii 324,development 
through contact-stimuli i 268; 
root,caple$s chief ii 268; scale- 
leaf without vascular bundle ii 
292. 

Cuticularised exosporium and 
embryo-sac in Cymnospermae 
ii 636. 

Cutting,orConiferae roots feebly 
I 51; of leaf i 46; gravity and 
formation of organs in i 333; 
interpretation of position i 45 ; 
ofGesneraccaei 46; of juvenile 
form of Cupressineac i 45; of 
Klugia Notoniana i 46; of 
Phyllanthiis lathyroidts i 51; 
propagation by i 45; of stro- 
bilus of Sdaginella ii 476. | 

Cyanopbyceae, in \istiioiAzoHa 
ii 348; in root of Cycadaceae 
ii 382. 

Cyatheaceae, antberidium, free, 
opening ii 177; prothallus ii 
199, branching ii 200, hair ii 
199, septate rhizoid ii 18S; 
sporangia, basipetally de¬ 
veloped ii 496; sporangium, 
opening ii 588. 

C^j//^^/ffM;//,air-cavitie$ii 73,75; 
apical cell ii 3 i; protective 
cell-rows ii 30. 

C. caverttaritim, suppression of 
trabecular rhizoids ii 47* 

Cy<UbophonwiyZiii%o^ysy\\y iloo. 

C.pcnnatufHy anisophylly i loi. 


C.pinnatunty cell for uptake of 
water ii 148. 

Cycadaceae, air-root ii 281; 
Anabaena in root ii 282 ; an- 
theridium ii 612; archegonium 

I 11612,629; carpeliisii,555 ; 
t-yanophyceae ia root ii 282; 
embryo-sac, germination ii 
631 ; exosporium cuticularized 
and cmbryo-sac ii 626; hau- 
storium in germinating pollen- 
grain ii 612; leaf, develop¬ 
ment ii 3^3, 322, abortion of 
pinnule ii 511; ovule, develop¬ 
ment ii 626, foliar origin ii 556, 
integument ii 616, marginal ii 
511, position ii 514, primitive 
character ii 626, and sporan¬ 
gium of Pleridophyta ii636; 
policn-ebamber iiCi2; pollen- 
grain, germination ii 612; 
pollen-sac ii 610; pollen-tube 
ii 613, acroganious ii 613, rup¬ 
ture ii 613; pollen-tube-cell, 
nature ii 613; pollination ii 
513; prothallus, male ii6ii; 
prothallus without pollination 
ii 623; spermatozoid ii 613; 
spermatocyte ii 613; sporo- 
phyll ii 511 ; stamen ii 514, 

CycaSy archegonium ii 629, in 
unpollinated ovule ii 623; 
flower, female ii 511, explana¬ 
tion of form ii 513, unlimited 
growth 11470; flower,relation¬ 
ships ii 512; root, symbiosis ii 
282; seed, large ii 512; shoot- 
transformation ii 440; sporo- 
phyll, sterile ii 511. 

C. circimlisy carpel ii 511; sta¬ 
men ii 514. 

C, Jtnkinsianay leaf, succession 
of pinnules ii 322. 

C. Normanbyanay ovules reduced 
to two ii 512. 

C. revoluiay carpel ii 511. 

C* Seemanniy leaf, acropetal suc¬ 
cession of pinnules ii 322. 

C. Thouarsiiy apical growth, 
prolonged ii 322; leaf-apex 
circinate ii 323. 

CydamtHy cotyledon resembles 
foliage-leaf it 402. 

Cydanthtra , p ol len-in other-cel 1 
ii 620; pollen-sac, confluence 

“ 554 - , , 

C explodetUy tendril, nature 11 

425. 

C. pedaldy androccium ii 539; 
tendril, nature ii 425. 

Cydauthus bipariiiuSy split-lwf, 
development ii 3265 splitting 
of lamina through tensions ii 
328. 

Cylic position in phyllotaxy i 80. 

Cylindric leaf, by reduction ii 
295; in Australia ii 293 s of 
Juncus ii 447. 
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Cymbidium, nest-root ii J83. 
Cymose branching of leaf in 
Dicolyledoncs ii 33 *- 
Cyoareae, hypsophyll as bristle 

ii 39^- ... ^ 

Cynipa-gaH, origin i igiv. , 
Cynipi l^oSiU, cflecl upon oak 1 

* 9 ^' • r 

Cyn 0 moriHfnyt^c,xo^:^xt\'j H f>IS¬ 
C’. coccimumy aporognmy ii 615. 
Cyperaceae, cotyledon ii 411 ; 
flower-structure and pollina¬ 
tion ii 547; roesocotyl ii 4**-.. 
Cypxrns^ expanding prophyll ii 
3S3; phyllotaxy ii 44*- 
C*. aUernifcliuSs cotylciion 11413: 
fleshy expanding prophyll ii 
384,443; foliage-leaf on shoot- 
axi^ii 447 ; germination ii 4*3: 
C. d(compositu 5 y gerniination ii 
414. 

CypripxdiufH CalaoluSy hypso- 
pbyll ii 301. 

Cystcpfxris hulH/tra, katapbyll 
as storage-organ Ii 350. 

Cylisus Laburnumy branching, 
a.xillary ii 433; leaflet, asym¬ 
metry i lij. 


D. 


Dacrydium CcUnsoiy flower, 
fem.ile ii 520. 

DadyliSy inflorescence, dorsi- 
ventral i 134. 

D- ^lomtratQy leaf, development 
ii 323,function uf closed sheath 
ii 323; ligule, significance ii 
377 - 

D(i<ddUa qutrdftay light, direc¬ 
tive influence i 257. 

Dancu'y inflorescence, position ii 

D. raamasa^ leaf and pbylloclade 


n 450. 

Danatay prothallus ii 198, se] 
tate rhizoid ii 19$; syoangiui 

,»585- 

Dammaray flower, female ii 53 J 
ovule, integumentary wing 
628. 

Darkness and, cleistogamy < 
Trcpatclum i 243; dorsiventn 
aerial root i 246 \ flower, pr< 
duction i 243; flower-buds n< 
unfoldiog i 243; fructifies 
tion of Fungi i 258; growt 
of Fungi i 257; sterility < 
Fungi i 258. 

Darwin, definition of a monstn 
sily i 178. 

Datura^ adhesion of bract ii 43^ 

Dauxus Caro/Oy bract i 59. 

DavaUiaf sporangium, develo| 
ment and displacement ii 49* 

Dawionia super^a, spore, shc< 
ding U 166. 

De OondoUe, definition of ‘pla 


of structure ‘ ii 533 ; definition 
of * type* ii 533 - 

Deciduous tree, arrest of latent 
buds I 38. 

Decurrent leaf-base as wing ii 
4S8. 

D4doublemeot ii 532; negative 
534 

Dehiscence. Sec Opening. 

DeUssxria L ipri^u /tV, il ivision 
of labour among»i shoots i 39. 

DtJphimxtmy flower, double ii 
537; horned petal, develop- 
merit ii 360; ovule, unilegmi- 
nous ii 617. 

/>. {ashmirianuniy ovule, unilog- 
nimous li 617. 

DimaliumpultuldftSy malforma¬ 
tion, experimental i 187. 

DcmoiUum gyranSy cotyledon, 
as) mmetiy itt q* 

L)(ndrc(cr0iy leaf ii 33; retention 
of water ii 36; >porogonial 
gcrmii<ation ii 106; water- 
storage li 76. 

D. <rispuSy leaf ii 36. 

U.foliatm. leaf ii 35; hood on 
thaliu> ii 36. 

D. injiatuSy leaf ii 3^; s|>onge- 
tissue of thalhis ii 56. 

Dennstedtineae, sporangia, 
ba>i petal) y devc]o]>ed ii 496. 

Depth in soil, of geopbilousshoot 
ii 463; of tuber of rXrum ii 
466* 

Derangement of organs in mal¬ 
formation i 196. 

Dfrris dlip(i<ay searcher-shoot ii 
454 * 

DcsmodiutHy stipel ii 380. 

, c li m b i n g-hook i i 4 31. 
leaf-insertion i 93; shoot, 
dorsivcntral lateral i 93. 

Development of leaf, Massart*$ 
views ii 305 ; sterilization as a 
factor ii 317, 603. 

Developmental, history of or¬ 
gans ill; series of anthcri* 
dium of Pteridopbyta ii 180; 
stages in relation to light i 23S. 

DiatUhu$l><trl'alusy^xxiiuiw^X pri- 
mordium, branching ii 336. 

D, CcryophylluSy double flower 
ii 537 - 

Diaptmia, syncarpous superior 
ovary ii 563. 

Diatomaceae, colony i 29. 

Dixentra CucuUariay leaf, dual 
function ii 398; storage-leaf ii 
39 ^- 

Dkhtlyma fakatunty symmetry 
and environment ii 135. 

Dichotomy of leaf in Dicotyle- 
doncs ii 329. 

Dicksonia aniarducy branching, 
latent capacity ii 431; sporan¬ 
gium, development and dis¬ 
placement li 494« 


Dioksooioae, prollinllus ii 200 ; 
sporangia, basi pet ally <levc- 
loped li 496. 

1 )iV n:m0u st'm /« >ypturn^ inlrr'- 
sporangial sjunv-gcnninalion 

ii 123 - 

Dicot yle done s, .auhpoil.il cells, 
increase in mind'cT ii 037 ; 
cladodc 11431; coi>leflon ii 237, 
402 ; cmbr)0. sltirage of lood- 
material ii 237, retarded ii 249, 
of sapropfjyte, reduced ii 234 ; 
embryo - sac, absorption ol 
ovularcellsii6;,7; flovNcr-slruc- 
Cure in relation to pollinacion 
ii 347; heteropiiyll) li 331 > 35 ^; 
hook-lc.af ii 420; laminar 
growth, basiplnstic ii 312: leaf- 
apex, precedence in growtli ii 
310; leaf, of aepuatic and 
marsh plants ii 338. base ii 
299, branching ii 329, in- 
terruptedly-pinnate u 331, in¬ 
version by torsion ii 296, 
peltate ii 333, stalk ii 301, 
tendril ii 421, tubular li 337 ; 
mcgasporocytc, tclrad-dlV1^ion 
ii 623: o\ule, ategininous ii 
618; ovular <Icvclopmenl after 
pollination ii ^23; pliyllocladc 
11431; prt'['hyll,)‘Osilion 11382; 
prolocorm ii 232; root, short¬ 
lived primary li 272; rootless 
ii 263; shoot, adventitious ii 
276; stipel ii 379; stipule, 
axillary ii 373; thorn-rool ii 
288; venation, reticulate ii 

Dicotylous venation li 538. 542. 

Dkraca al^aeJormiSy haptera ii 
2S1; root, dimorphism ii 280, 
flattened, in relation to light 
i 247. 

Z). (hugatay haptera li 281; 
root, dimorphism ii 2S0. 

Dicranaceae, spore, shedding ii 
163. 

jyicranHtity dwarf male plant ii 

/>. ailndunty uptake of water by 
leaf ii 145. 

D, uopariuniy undulatumy leaf- 
apex photophilous ii 135. 

Du'tyosUliu m m u coro idxSy 1 ife- 
hislory i 26. 

Duiymaca mxxkanay climbs by 
recurve^l stipule ii 371. 

Dulyhay change of function of 
leaf i 9, 

DifTerout galls produced by one 
gall-wasp i 199. 

DifTerentiation, of plant body i 
3; theory i 6. 

Digitalisy inflorescence unilate¬ 
ral i 137. 

D* purpureay colour of flower in 
light 11331; pclona i 190; in¬ 
florescence unilateral j 136. 



668 


INDEX 


Digitate leaf, by branching in 
Anihurium digitatum ii 325 ; 
of Dicotyledones, basipctal 
branching ii 330; relation to 
pinnate leaf ii 332. 

Dimeroua gynacceum ii 558. 

Dimorphism, of gemma ii 49 ; 
of root ii 271, 2H0, 286. 

Dingier on origin of leaf from 
flattened shoot ii 452. 

Dioecism and monoecism, of 
Hepaticae ii 80; of Musci ii 
^So; ofgamelophytc ofEquisc- 
taceae ii 195. 

Di&uata, gynaeceum, paracar- 
pons ii 558 ; placentation ii 

566- 

D, muscipula^ gynaeceum para- 
carpous ii 566. 

Dioon^ flower ii 312. 

D. tduUy carpel ii 513. 

Diouorta^ adventitious shoot, 
position ii 277. 

pnhimilis^ spinosa^ thorn- 
root ii 288. 

Dioscoreaceae,Ieaf«staIk ii 299. 

DiphylUia cymosa^ leaf, peltate 
and non-peltate ii 336. 

Diphysdum, haustorium of em« 
bryo ii 157; hypsophyll ii 136 ; 
leaf, apical segmentation ii 
132; mucjlagc*hair ii 138; 
parapbyscsii 151 ; protonema, 
special organs of assimilation 
ii 12}, threads, concrescence ii 
121 ; spore, shedding ii l6 ^; 
sporogonium, dorsiventral ii 
574 - 

D^foliosum, flattening of surface 
in light i 249 ; leaf-form ii 135; 
sporogonium, dorsiventral and 
light i 237. 

Diplazium {AspUniunt) acuUn^ 
/um, transformation of root 
into shoot ii 227. 

Dipsaceae, flower, unessential 
zygomorphy i 130; hetcro- 
phylly ii 351, explanation ii 

352. 

Dipttrocarpus alatuSf stipule, 
concrescence ii 367. 

Direetitre influence of external 
factors i 218, 227, 257. 

Dischidia J\ aJ/Usiapia, tubular 
leaf ii 338. 

Disease, deflnition i 178. 

Disk, anchoring i 40, 150, 268, 
>145.224. 

Dislocator-cell, of Coniferae ii 
614; suppressed, in Angio- 
spermae ii 614, in Gymno- 
spermae ii 614. 

Displacement, of axillary shoot 
ii 434; of lateral organ i 74 ; of 
leaf in Hepaticae ii 41; of 
sporangium in Schizaeaceae ii 
494; through diminution in 
size of organ i 80. 


Dnsochtuta, root-tendril ii 287. 

Divided submerged leafii 358. 

Division of anther ii 354. 

Division of labour ^21; in 
leaves in Actuia v^rtidilala ii 
357 I shoot ii 440; in spo- 
I'angia ii 577; in Ihallophyta 

i 32. 

Doodya <audala, antheridium, 
free and embedded ii 177; 
apogamyii 2 20; juvenile forrn 
and reversion i 152; vegetative 
development increased through 
suppression of reproductive 
organs i 214. 

Dorsal leaf-rows in Filiccs i gi. 

Dorsiventral. bilateral shoot of 
Mosci i 68 ; branching of or- 
thotropous shoot i 71; con¬ 
struction due to lie ii 296; 
flower derived from radial 1 
^ 29 i > 33 ; involution i 83; 
organ, definition i 67; and 
radial flower, relationship ii 
544 ; shoot, relationships of 
position in i 85 ; structure, of 
shoot-axis of VrtUa dioica ii 
545 ’ Hepaticae i 84; type 
in Musci and Hepaticae ii 18. 

Dorsiventrality,and conditions 
of life i 86; of flower i 128, 
an adaptation i 132, of An- 
giospermae ii 342, cause 1 
233 > development ii 542, 
and external factors i 129, 
lateral i 143, origin ii 543, 
pressure as a factor ii 544, of 
belaginella ii 507 \ of inflore¬ 
scence i 67, 129, 134, in- 
fluencetl by external factors i 
138 ; of leaf ii 293, of Mono- 
cotyledones ii 323; and light 

i 227, in Lycopodium i 104; 
of prothallus, ofFilicineaeand 
light i 227, 228, of Lyco- 
podineae ii 193, of Pterido- 
phyta and light ii 191, of 
Pteridophyta, inheritance ii 
191 ; reversible i 228, 231 ; 
of root and light i 246; of 
aerial root li 284; of shoot i 
84, of Lycopodium conplana^ 
turn ii 4 J 9, of Hcdera i 99, and 
light i 230, lateral i 92, of 
Musci ii 138,sexual, of 

ii 89, and radial flower of 
Lycopodium complanatum ii 
509; of stem i 91; of sporan¬ 
gium ii 574, 581; of sporo¬ 
gonium of Dipkyscium ii 574 » 
of sporophyll of Ophioglos- 
saceae ii 482; significance in 
Algae i 87. 

DorsUnia, inflorescence, dorsi- 
ventral i 134 - 

Double, fertilization of Angio- 
spermae ii 624; flower ii 536 > 
artificial production of i 194, 


transmissible by seed i 184; 
leaf of Caprifoliaceae i igo; 
needle of Pinus Purnilw ii 
445 > o( Sciadopiiyt ii 444, 
Doubling, of flowers, Peyritsch 
> 1951 of flower through 
Phytoplus i 195; of stamen ii 

536. 

Dracaena, cotyledon, epigeous 
ii 409. 

D, indivisa, haustorial cotylar 
tip ii 40S. 

Dractiuculus, basal laminar 
growth ii 324. 

Draparnaldia, chief axis and 
lateral axes i 34. 

D. glomerata, rhizoid, develop¬ 
ment i 269. 

Drepanophylhtm, bilateral shoot 
ii > 37 - 

D. faUatum, prolonema-thread 
on stem ii 147. 

D. fulvum, distichous shoot ii 

136. 

Drip-tip, biological significance 
ii 345 - 

Droseta, dorsiventral involution 

i ^5 \ epithelium of ovule ii 
638 \ primary leaf non-peltatc 

>> 336. 

D. binata, leaf, dichotomy ii 
329; involute ptyxis ii 310. 

D. dichotoma, involute ptyxis ii 
310. 

D, mac rant ha, stem, climbing 
by tentacles ii 419. 

D.pedcUa, leaf, dichotomy ii 329. 
Droseraoeae. leaf-apex, prece¬ 
dence in growth ii 310. 
Drosophyllum, revolute ptyxis ii 
3 >o. 

Z). lusilanicHtn, circinatc ptyxis 

ii iiu 

Drought, resting state and i 
261. 

Dr^adeae, monomerous ovary 
*> 559 * 

Dryfftoghssum subcordatuviy ste¬ 
rile and fertile leaf ii 485. 
Dryophanta folii, gall upon 
oak-leaf i 199. 

Duckesnea indica, shoot, pla- 
giotropous ii 457- 
Dutongia acummata^ epiphyl- 
lous inflorescence ii 437 * 
DumoutiaJHiformis, pro-cmbr)*o 
i 149. 

Dumorticra, air-cavities u 73 . 

antheridiophore and arche- 

goniophore ii 87 \ rhizoid, 

division of labour ii 47 > 

^ % 

D. hirsutUt rhizoid-bristle ii 47 * 
scale ii 33. 

Duplex gemma-cell of Aneura 

Duration, of apical growth of 
Ginkgo ii \ of juvenile 
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fonnir45;onifeofprothanu^ 
of Ptcriciophyta ii 109; oi 
shoot ofSpcrmophyta u 440. 
Duvii/ia, air-cavitics n 75. 

gall > * 99 * , . .. 

Dwarf male plant of Musci a 

151* 


E. 

Earlier functioning partJiappear 
earliest ii 314, 4 M‘ 
Eurtmo((irpniy transformation 
of leaf into tendril ii 4^-* 
Echinoiir^us dneraseem, gravity 
and shoot i 221. 

Bctocarpeae, juvenile form i 

150* 

Eclocarpus, light and vegetative 
organs I 

Edrainnthui, leaf, linear ii 351, 
uDStalked ii 3 ^^* 

E. Pumilh, hypsophyll ii Jyi; 

leaf, linear ii 351. 
Egg-apparatus of Angiosper- 
mae ii 636. 

Egg of Pleridophyla ii 1^4* 
I'.ichhornia aiuna, reversion- 
shoot 1172, 

E, <r<tidpa^ venation ii 340. 
Eicblor on leaf-development ii 

304* 

Ejection, of gemmae ii 49, 467; 

of spores ii loi, 162, 5S0. 
Elaeagnaceae, hair, peltate ii 

33 ^>* 

sporangium, pro¬ 
tection ii 4 s6. 

E. {AfroUichum) spathulatum, 
sterile and fertile leaf ii 485 ; 
sporophyll ii 496. 
Elaterophore, sporogonium 
with ii 100, without ii 99. 
ElAter, of Antho<irot ii 93» 
\<>o\oiBattaria \ 19; attached 
to surface of capsule ii loo ; 
free ii 99 ; holding the mass of 
spores ii loi ; mechanism of 
movement ii 100. 

‘ Elatera/ of Equisetum ii 575 ; 
of PdypQdium imbruatum li 
576. 

ElcUostemmay anisophylly i 99, 
i lo8> habitual i 109; hypo- 
nasty and epinasty i 85. 

E^ sissiUy anisophylly, habitual 

i 110. 

Emarginate, cotyledon ii 407. 
Embedded, anthcridium of 
Pteridophyta ii 173 ; embryo- 
sac in torus of Loronthaceae 

ii 620; sporangium ii 573. 
574, 584; and free sporan* 
gium, transitions ii 574. 

Embryo, acotylous ii 250; 
adventitious ii 624; afier- 
ripening in Spermophyta ii 


249: chlorophyllou> of Uiritu* 
liiria ii 254; o( C>peraceae ii 
4I i ; development interrupted 
in seed ii 24S. 401 ; of Musci 
ii 134; dicolylous, of Tulsa* 
tille'ae ii 230; tlifferenlintion, 
morphological ii 242, in Pieri- 
tiophylaii 243,iiiS|>ermophyta 
ii 244 ; differentiatioti, polar, of 

Lycopodincac ii 247, of Sper- 
mophyta ii 24S; feeding, in 
Angiospermac ii 637 ; formed, 
from antipodal cclUii 637,from 
endosperm ii 624, from syncr- 
gidae ii 637, from unfertilized 
egg ii 624 ; of Gramineac ii 
413; gravity and, in Ptcrido- 
phyta i 219; incomplete ii 
249; lie in relation to space 
in embryo-'iac ii 405 ; macro* 
podouiii 260; of Mimocotyle* 
dones an<l cxalbuminy ii 40^ ; 
orientation of organs, of Pieri- 
dopb) ta ii 246,0! Spermophyta 
ii 24S; parthcnogcnctic 11624; 
of parasites ii 234 ; rctluccd ii 
254 ; rctardctl ii 249, cause ii 
232;ofNaprophytcsii234;smali, 
of Hcgoniaceac ii 631 ; storage, 
hypocotylar 11258, in Dicot) le* 
doncs ii 237, in Monocotylc- 
dones ii 260; unsegment^ ii 
250; viviparous ii 256. 

Embryonal tissue, in regenera¬ 
tion i 43 ; originating Icaf- 
primordia ii 305. 

Brabryo-sac, absorption of 
ovular cells in Augio>pcrmae 
ii 637 ; of Aconiiutu Ntip^Um 
ii 636; of CasUiiriHii struta 
ii 633; changes within, in 
Cut turn li 629 ; ilcvciopment, 
in lialanophorcae ii 621, in 

Spermophytaii623;e in bedded, 

in Lorantbaceae ii 620; feed¬ 
ing, in Anglo8i>crmac ii 637; 
germination, in Angiopermae 
ii 633, intranucellar ii 622; 
haustorium ii 620; many, of 
AUhtmilla ii 633, of Crinum 
ii 618, of I’istum artUiilatitm 
ii 620 ; nucleus ii 635 ; origin 
ii 632: signilicance of contents 
in Angiospermac ii 636 ; varia¬ 
tions within ii 637. 

Emergence,anchoring-organ in 
PoOostemaceae ii 222 ; defini¬ 
tion i 13, ii 222; prickle ii 
429. 

Empusa Mustaiy limited 
growth in starvation i 142. 

E nut ion in Ctntranthus Cold- 
trapa i 195. 

Encalyptdy leaf-surface, papilla 
ii 143; water-cell, perforated 
ii 1 45 * 

E, vulgaris^ archegoaial venter 
a water-sac ii 153. 


Enapkalirlos Parttriy basi petal 
development of pinnuk-s 1132 2. 

Encrustation of shoot-axis of 
Chara ii 569, 

Endogenctic, adventitious root 
of marsh and water-plants ii 
273; first TOOK Lycopodium 
ii 273 ; fiower-bud of L'ilo- 
Uylts ii 226 ; secondary root ii 
273; shoot of llcpnlicae ii 
45; stem-root of NtoUia 
jVidus-ai is ii 273 ; vegetative 
point of shoot of some Gym 
nospermae ii 266. 

Endosperni, absorption, extra- 
seminal and intra^eln^nal li 
402 ; einbryogcnic of Palano* 
phora ii 637 ; fce<ling, in An- 
giobpermae ii 637; ruminate 
of Arced Cattihii ii 4II; 
significance in Angiospermac ii 
636; small in llegoniaceac ii 
631 ; of Tritieum vttlgs\*e ii 
4 « 5 * 

EDdothecium ii 600; active 
cells ii 600, 611 ; of moss-cap- 
sulo ii 133. 

Eoorgid, definition i 23; of 
Siphonicac i 23. 

Energid-coloxiy i 24; of Proto- 
coccAceae i 26; of Pcdiaslrum 
i 27; dominion i 24. 

Eotomopbilous plant, dorsi ven¬ 
tral inilorcsccncc i 135. 

Environment, hungi and their 

i 266; and fertile shoots of 
hquisdum ii 502; apospory 
a vonsc(]ucnce of ii 607; and 
configuration 1217. 

Ep/itdra, archegonium ii 629; 
embryo-sac. germination 11631; 
flower ii 326; perianth-leaf, 
origin from dermatogen 117; 
unitegminy ii 629. 

we*r<y r 22, p rot on c m a, b ra n c h • 
ing and light i 234; pro-cm- 
bryonal gemma ii 126. 

E, ijibodensiSy protonema ii 120, 
segment-walls ii 119. 
Ephtmtmmy columella ii 157 ; 
juvenile form, cxtende^l life i 
147; male and female plants, 
relative sized 151; protonema, 
persistent i 58. 

E, serratumy ‘leaf* of prolo- 
nema ii 129; protonema 1147, 

ii 129; spore, shedding ii 
160. 

Epiblost of Gramineac ii 415, 
41S. 

Epidtudntm tiocturnum, flat¬ 
tening of root in light i 246. 
Epigeous, green cotyledon of 
Monocotyledones ii 409; co¬ 
tyledon, simple configuration 
ii 403; (photophilous) shoot 
ii 442. 

Bpigyny ii 558. 
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Epihhium, pollen-sac, steriliza¬ 
tion ii 555. 

E. anguuifolium, cotyledon ii 
404; flower becomes dorsi- 
ventral in development i 129; 
hypsophyll of whole leaf-pri- 
mordium ii 393 - 

E, parvifolium^ hypsophyll il 

391- 

Hpioasty i 84. 

Epipadis^ axillary branching ii 
433 - 

Epipeltate leaf ii 334. 

Epiphragm of Musci ii s66. 

Epiphyllous inflorescence ii 

436. 

Epiphylhtm^ Juvenile form {169; 
PhyllocacluS'form i 169. 

E. truncalum, flower becomes 
dorsiventral in development i 
I29« 

Epiphyte, anchoring'diskii 45; 
heterophyllous ii 349; rootless 
ii 265 ; root ii 282 ; and water 

Epipcdium ii 304. 

Epipogon, rootless shoot ii 234. 

E. Gmtlini, rootless ii 265; 
scale-leaf without vascolar 
bundle ii 292. 

Epithelium, of ovule ii 631,637, 
function ii 638. 

Epitropoiis ovule ii 631. 

Equiseta, ametabola ii 502; 
heterophyadica ii 501; homo- 
phyadica ii £Oi; metabola ii 
501. 

Equisetaceae, anisophylly, ab¬ 
sent i 102; antheridiiim, open¬ 
ing ii 175; branching, phyllo- 
genoQs ii 432 ; cladode ii 44S; 
development, bomoblastic i 
151 : flow'er, protection ii 500; 
gamctopbyte ii 19s; laminar 
growth, basiplastic ii 313; 
prothallus, dorsiventral ii 191; 
spcrmatozoid, pluriciliale ii 
172 ; sporangium, dehiscence 
ii 584, position ii 493 ; sporo- 
phyll and foliage-leaf alike in 
position and origin ii 477. 

Efjuiseluffty annulus ii 500; an- 
theridium, development ii 178; 
nrehegonium, opening ii 183; 
branching ii 432 ; * elalers/ 
ii 100, 575; embryo, differ¬ 
entiation ii 244; fertile shoot, 
arrested formation ii 302, and 
conditions of development ii 
302, transformed sterile leaf 
ii 302; flower ii 499, apical 
plug ii 300; foliage-leaf 
and fertile leaf ii 499; leaf, 
vegetative, and function ii 
499» prolhallos, ameristic 
ii 197, dorsiventral ii 195, 
beliolropism ii 197* hydro¬ 
tropism ii 197, moJe ii 


water-relationship ii 215; root- 
primordia on stem, latent ii 
^ 75 J shoot, hypogeous, as 
boring-organ ii 266; sporan* 
ginm, dorsiventral ii 574, 
origin from leaf-organ ii 473^ 
and peltate sporopbyll ii 575, 
wall ii 382; spore-germina¬ 
tion and light i 299; spore, 
shedding it 100. 575; sporo- 
genons tissue, sterile cells ii 
597; sporopbyll, development 
ii 500, and sporangium ii 499; 
tapetum, plasmodial ii 596; 
transition, embedded and free 
sporangia ii 374. 

E. arvense, archesporium ii doi; 
special fertile shoot ii 501; 
sporangial wall ii 583; steri¬ 
lized sporogenous cells, absent 
ii 597; not xeropbilous ii 
446. 

£. hytmah^ sterile and fertile 
shoot alike ii 501; xeropbilous 
ii 446. 

E, hmesum, antheridium, open¬ 
ing ii 173; sterile and fertile 
shoot alike ii 501. 

E. palustrt^ sterile and fertile 
shoot alike ii 501. 

E. antheridium opening 

ii 275; fertile shoot subse¬ 
quently vegetative ii 301; not 
xerophiloQS li 446; prothallus, 
male ii 175, female ii 196. 

E. sylvaiUum^ fertile shoot sub¬ 
sequently vegetative ii 301; 
not xeropbilous ii 446. 

E^ Tckmateia^ special fertile 
shoot ii 501; sporangial wall 

ii 383- 

Eranthit^ germination ii 232. 

£, hytmaliSi embryo, retarded ii 

^ 49 - . . 

Eremosphatra, mooergic sphen- 

cal body i 63. 

Erica cartua, endothecium ii 
611. 

E. Titralix^ laminar gTO\vth, 
basiplastic ii 312* 

Ericaceae, pollen-sac, active 
opening cells suppressed n 
577 » 6 ii. 

Erifuuvi-gaW caused by miles 

i 196. 

Eriophorttm alpinunt^ re version 
11448. 

EriopuSy protonemoid gemma ii 
X40; rhizoid on sporogonium 

ii 142, 137. 

E. rmolifolius^ absorption of 
water by sporogonium ii 15? * 
bilateral shoot li I 37 ; 
with separation-cell ii 136; 
protonema-threads on stem ii 

147. 

Eredium, cotyledon, asymmetry 
i 115, 11406. 


Ervum monanthosy stipule, in¬ 
equality in size ii 366. 

Eryngiumy leaf, monocotylous 
form ii 295. 

E. agavcufoHumypctndanifolium, 
striate venation ii 339. 

E. bromeliacfoHumy pandanU 
foliunty leaf, monocotylous 
form ii 95; profile-position by 
torsion ii 295. 

E, fnaritimumy inferior ovary ii 

5 ^ 9 - 

Erythraea pulcheliay ovule on 
under side of carpel ii 358. 

Erythronium Dcns-caniSy em¬ 
bryo, retarded ii 231. 

Esc huh oUzia , flo we r-s tructo re 
and pollination ii 347. 

E. cali/ornicay flower, arrange¬ 
ment of parts ii 531; pollen- 
sac, differentiation of arche- 
sporium ii 600. 

Essential zygoroorphy of flower 

i 130. 

Etiolated, seedling flowering i 
243; shoot in Hepaticae i 249. 

ii 22. 

Etiology, of peloria i 188; of 
malformation 1 184. 

Eucalyptusy bilateral leaf, pro¬ 
file-position ii 293; Juvenile 
form i 167; re version-shoot i 
173; xeropbilous adaptation 

i 163. 

E. globulusy foliage-leaf, asym¬ 
metry i 116. 

Eucamptoden llampcanuniyPcri^ 
chcutialiSy spore, germination 
intrasporangial ii 123. 

Eucladous type of laminar 
growth ii 312. 

Eudorina, colony i 27. 

Euphorbia^ ovular integuments, 
development ii 617 ; shoot, as 
water-reservoir ii 452, sterile 
when attacked by Uromycts 
pisi i 192; thorn-stipule ii 
381. 

E. alcicornis^ chief and lateral 
shoots and gravity i 226. 

E. hclicscopia, cotyledon per¬ 
sistent ii 403. 

Eupborbiaceae, phylloclade ii 
431 ; succulent form i 19. 

Euptilotay shoot, branching i 88. 

E. Haiwyiy branching compared 
with that of dicotylous leaves 

ii 331 ; shoot, branching i 89. 

Euryale ferox^ prickle i 264. 

Euaporangiate Filicineae, spo¬ 
rangium, mature ii 5 ^ 4 > 
stalked ii 574; sporopbyll as 
new formation ii 481. 

Eusporangiate Pteridophyta, 
stalk of sporangium an out¬ 
growth of the sporophyll iioi;. 

Eusporangium ii 602. 

Evolution, of difTerentiation of 
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ctnbn-o in Spcrmophyta ii ; 

oftul)ularflowerinC»m])Ositac 

ii 553; of ra<lial corolla ii 553. 

Exftibuminy. of Dicoiylcdonc^ 
jjjjj; of Monocolylcdoncs ii 

j6o. 40.'. 

Ezine of spore of Hcpaticae 
ii 106. , 

£.xMSi:us causing witches 
broom i 19?- 

Exoderroifl of PhahotopsU 
S<hilUriauii ii 2^^. 

Exogonetic. root ii ^73; root- 
bome bud of linatia ii 277 ; 
$eoon<bry root of Phylhglos* 
Sti m D ru m niondi 11273. 

Exormoth^ca, breathing*pore ii 

75 * 

E. Holstii, thallus ii 75. 

Exosporium of Hepaticac ii 
106. 

Exotheciura, active cells ii 611. 

Exotropy i 109 ; of lateral root 
ii 176. 

Experimental organography, 
importance i f 2. 

Eistipulate Slonocotylcdones 
ii 365; 0|>hioglo>saceae ii 

3 <>r- , , . 

External, factors condition 

gemma* form at ton ii6o7; for* 
mativc stimuli, intlucncc of i 
205; stimuli, directive in¬ 
fluence ofi 218, and configura* 
tion i 217,reaction of organs to 
{217. reaction of plasmodium 
in Klyxomycetcs to i 218. 
and re vers ion* shoot 1218. 

Extraseminal absorption of en¬ 
dosperm ii 402. 

Extrorse anther ii $53. 

F. 

Factors influencing, colour and 
size of flower^envelope ii 551 ; 
conflguration of cotyledon 
“ 405 ; growth of searcher- 
shoot ii 454; numerical re¬ 
lationships of flower ii 537 ; 
plagiotropous growth ii 461 ; 
osition of sporangium in 
teridophyta ii 494; reduction 
of leaf in Monocotyledones ii 
447; leaf-transformation into 
tendril ii 428. 

Fagaceae, aporogamy ii 615. 

Fagiis^ callus-shoot i 44; fern- 
leaved variety ii 343; flower, 
position of male and female ii 
472; fmit, compensation of 
growth i 207 ; juvenile form, 
<iirection of growth i 143; 
kataphyll, stipular ii 386; 
leaf-insertion i 93 ; ovuIe» de¬ 
velopment after pollination ii 
623; seedling i 70; shoot, 
abortion of apex of annual i 
209, concatenation of plagio- 


tropous i 70, dor>iventral 
lateral 193; stipule, caducous 
ii protective function ii 

363; wintei-bud, structure ii 

False, septum in ovary ol Cruci- 
ferae, ii 565; short twig of 
Afcschoug ii 453. 

Panpalm, leaf-form, signifi¬ 
cance ii 326, of scetIUng ii 327. 

Fasoiated >hooC and double leaf 

i 190. 

Fasciation 1 190; artiflcial pro¬ 
duction i 190; inherited i 184. 

Feather-palm, leaf-form, de¬ 
velopment ii 327. 

Feed)ns, of eml>r>o, embryo- 
sac, endosperm ii 637. 

air-cavitics ii 74, 75 ; 
spore • germination ii 111 ; 
sporogonium, development ii 

105* 

F. <v«/Vr;, air-cavitics ii 75; 
brood-tuber ii 70. 

F, 5upr(uit'<omfoiit(i<, propagative 
shoot ii 48. 

Female flower. See Flower. 

Female prothalUis. See Mega- 
prothallux. 

Fomalo sexual organ. See 
ArchegOQium. 

Ferns. See Filices. 

Fern-leaved variation ii 345. 

Fertile shoot, of EquiuiufUy 
anested formation ii 302 ; of 
Ilcpaticae ii 79. 

Fertilisation, double ii 624; 
effect upon antipodal cells ii 
637; of Angiospermae, stimuli 
conccmetl in i 269: induces 
envelope-formation in Hepa- 
ticae ii 105; of Sclaginelleac 

ii 508. 

Feuilles seminales, A. P. De 
Candolle's name for leafy 
cotyledons ii 400. 

FrvilUa trilohata^ androecium ii 

539. 

Fictti, prop-root ii 277 ; stipule, 
axillary' ii 359, 372. protective 
function ii 363. 

F. Psiude- GirrVa, stipular sheath, 
deciduous axillary ii 372 ; sti¬ 
pule, free ii 372. 

F, pwnila^ uxndens^ juvenile 
form i 159. 

F* s/ipu/ariSf foil age-leaf, asym¬ 
metry i 116. 

Figs, climbing i 159. 

Filament of stamen of Angio¬ 
spermae ii 529. 

Filaments, branched in C/a- 
doph^ra \ 33. 

Filices, hair, peltate ii 336; 
heteropbylly in epiphytic ii 
349; leaf, apical growth ii 
317, with circinatc ptyxis ii 
320, primary i 151, with 


unlimiied growth i 15 ; 
leaf-culling, unknown i 46; 
prolhallus. arrest through 
correlation i 58. regeneration 
i 43. reversible dorsivonlrallty 

i 228; reversion to juvenile 
form i 171. 

Filicinene, annulus ii 3S7, lie, 
not an .adaptation ii 594 ; an- 
iherhiium. freeii 177; embryo, 
differentiation, ii 243, and 
gravity i 219, orieniation of 
organ> ii 246 ; gametophyte ii 
197, relation to that of Musci 

ii 208; leaf, apical growth ii 
iio, 313, m.nr”inal growth 
it 3; teaf-borne shoot ii 
436; leaf-form, factors in* 
flucncing ii 315. series ii 320; 
Icaf-primordium arises from 
one cell ii 305 ; leaf-structure, 
biological significance ii 34^>; 
leaf-wing ii 314; propagative 
adventitious shoot on pro- 
thallus ii 213; prolhallus ii 
197, 201, chlorophyllons ii 
199. dorsiventral ii 191, evolu¬ 
tion ii 208, hastening of em- 
bryogeny ii 189; spermato- 
zoid. pluriciliatc ii 172 ; spor¬ 
angium, mature ii 584, origin 
from leaf-organ ii 473; sporo- 
phyll, condition for Its appear¬ 
ance ii 498 : tapetum, plas- 
moclial ii 396 ; transformation 
of leaf into shoot ii 241, of 
root into shoot ii 227. 

Filiform tendril H 457. 

Fitnhriariay air-cavitics ii 75 ; 
involution of parts to resist 
drought ii 65. 

Fissid^tts^ apical cell of stem, 
two-sided ii 131 ; directive 
influence of light i 236; ju* 
venile form i I51 ; leaf i 103, 
ii 508, development like that 
of Iris ii 329, iris-like ii 137, 
surface i 87 ; shoot, bilateral 
166.dorsiventral bilateral 168. 

F.aJtanloidiS^ directive Influence 
of light i 236. 

F, bryoidfs^ hypsophyll li 135 ; 
protonema, significance ii 130; 
shoot, branching ii 230. 

Fissiddutaceao, peristome ii 
163 ; spore, shedding ii 163. 

Fixed colony of Thallophyla i 
29. 

Flag-apparatus, of Angiosper- 
mae it 528; staminal ii 550. 

Flagellum, of Hepaticae ii 42 ; 
use in Afasti^hryum ii 2 2$; 
of Adiantum Edg^vprfhi ii 
241. 

Flag-flower ii 571. 

Flattened shoot, the origin of 
spermophytous leaf. Dingier s 
view ii 452. 
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Flattening of, organs and light 
i ^45 ; organs and light in 
Hepaticae i 249, in Mosci i 
249, in Pteridophyta i 249; 
shoot and light in Dicotyle- 
dones i 247; creeping shoots 

i 92 ; climbing shoots i 92: 
shoot-axis in OpuutinW 
root and light i 246; aerial 
root i 92. 

Float-leaf of Salvinia ii 34,348. 

Fieri deae, cojicresccnce of hair- 
roots i 54. 

Flower, of Angiospertnae 11527; 
apodial ii 510; arrangement 
of parts ii 528-31; asym¬ 
metry i 129; anest i 52, 57, 
It 546; arrest and function ii 
647 ; blind and high tempera¬ 
ture i 213; bud, endogenetic 

ii 226; buds, do not unfold 
in darkness i 243, of Acer 
Pteudoplaiantn ii 541; cushion 
of PilostyUi ii 226 ; calcarate 
ii3l; colour ii 522, 551, and 
light ii 551; concrescence of 
parts ii 546; confluence of parts 
ii 538 ; correlation of growth 

i 211; cushion li 226; dehnition 

ii 469 ; development ii 542-5, 
of Abies pectinata ii 522; dor- 
siventrality i t2S, ii 542, 
dcvelopmenti 129, and external 
factors i 129, an adaptation t 
132 ; of Equisetaceae ii 499; 
envelope of Angiospermae ii 
548, evolution ii 549, factors 
influencing size and colour 
ii 551, function ii 548, of 
developed bypsophylls ii 549, 
morphological significance ii 
54$, of transformed sporo- 
phylls ii 549 ; female, of Coni- 
ferae ii 518, of Cycas ii 511, of 
Cycas with unlimited growth ii 
470, of Selaginella ii 508 ; fur¬ 
thered organs laid down earliest 
in ii 545 ; o( Gnelaceae ii 526 ; 
hermaphrodite, primitive in 
Gymnospermae i Oo ; and in¬ 
florescence in Coniferae ii 524; 
inverse-dorslventral ii 508; 
irregular i 128; labiate i 13* > 
leaf, basipctal succession of ii 
542, terminal ii 541 ; and 
iight i 244; ligulaie i 131; 
male, of Coniferae ii 499, 51 4 * 
of Ginkgo ii 613, of Selaginella 
MarUnsii ii 508, of WeU 
witschia i 60, ii 526; male 
and female, separation ii 47 ^ i 
nectary ii 430; numtier in rela¬ 
tion to pollination ii 547 \ ^nd 
nutrition i 191 ; origin in 
(jymnospermae i 60; ortho- 
tropy ii 500 ; personate i 131 ; 
position of male and female ii 
472; of Pteridophyta ii 472 ; 


radial i c 28, and dors!ventral ii 
544 ; reduction in Baianophora 
11622; regular i 128; of Sela- 
ginelleae li 505; separation into 
male and female ii 471; shoot 
of limited growth ii 470; size 
and light ii 551; structure and 
pollination ii 547; suppression, 
in Boragineae i 58, of torus 
ii 540; s)Tnroetry i 128, ii 
S^ 9 > 537 ; transfonned ii 571 ; 
and vegetative shoot, relation¬ 
ship IQ Lycopodineae ii 509; 
zygomoiphy, essential i 130, 
unessential i 130; use of 
term in Pteridophyta ii 470. 

Flower-morpbology, anato¬ 
mic method in ii 543. 

Flowering and rays of the 
spectrum i 244. 

Foliage-leaf, asymmetry 1216; 
absent in some epiphytes ii 
286 ; cotyledon, anested form 
of I J45, developmental stage 
toii402; hypsophy II developed 
from ii 390; relation to $po- 
rophyll i ii, ii 473, 499, 
503, 509, 510; transforma¬ 
tion i 10, 161, 168, 178, 181, 
ii 394,421,477. 

Foliage-shoot, the typical shoot 
ii 440; transition to thorn ii 

452. 

Foliar, gland ii 362; origin of 
ovules ii 556; placenta ii 556; 
spine i 16S, ii 429. 

Folio3e,Jungermanniaceac,light 
and growth ii 77; lichens, 
usually dorsiventral 171. 

Fentanesia Fortunei^ ovule and 
pollination ii 623. 

Fontina/is, adaptation to habitat 
ii 134; spore, shedding ii 
164; peristome ii 164. 

p. antipyretka^ adaptation to 
flowing water ii 135. 

Foot of embryo in Musd ii 157. 

Forerunner-tip li 308. 

Form, and function, Herbert 
Spencer on i 4, interdependent 
i 5, relation i 4; of hypsophyll 
and function ii 396; of sporo- 
phyll and sporangium ii 499; 
of stipule and function ii 
366. 

Formation of flower and light 
i 242 ; of organs at vegetative 
point i 41; of ovary ii 555 ; of 
root and light i 231 ; of spo¬ 
rangium and light i 245. 

Formative stimulus, gravity as 
i 219. 

Porsy/hia, kataphyll ii > 
ovular development after pol¬ 
lination ii 623. 

f ossein hr on i<x, an the rid i u m ii 84; 
chromoplasts in antheridium ii 
10; colour and light ii 7 ^h 


l»f ii 38; sexual organs, 
diffuse disposition ii 80; 
claters holding mass of spores 
ii 102. 

F.ciuspiii/ormis, leaf-borne mu¬ 
cilage papilla ii 29. 

/I tuberiferay leaf ii 38 ; tuber ii 
68 . 

Fragaria^ shoot, plagiotropous ii 
457 - 

F. vesca^ stolon ii 461. 

Fraxinus, anisophylly, lateral 

i 108; leaflet, asymmetry i 
122; ovular development after 
pollination ii 623. 
excelsiory leaf, development ii 
305, venation ii 344. 

Free, antheridium of Pterido¬ 
phyta ii! 77 ; central placenta- 
tion ii 564, 567; sporangium 

ii 573 » 584; stipule ii 359. 

Free-living leal ii 235; root ii 

Freesidy unilateral inflorescence i 
136. 

Frcycinetia Bennettiiy nourish¬ 
ing-root ii 288. 

F, imbrica/a, anchoring-root ii 
288. 

F, javanUay anchoring-root de¬ 
veloped into nourishing-root 
ii 21^8. 

FrUillaria imperialiSy periodi- 
dty of root-development 11289. 

Fruit, biology of ripening ii 
570 ; compensation of growth 
i 207; correlation of growth i 
212; parachute-apparatus ii 
57 ^- 

Frullania, archegonial groups ii 
88; colour and light ii 78; 
elater attached to surface of 
capsule ii 100; spore-germina¬ 
tion ii 208; sporogonium with¬ 
out elaterophore ii 200; 
stylus auriculae ii 60; water- 
chamber, capillary ii 58; 
water-reservoir li 59. 

F. nlra/a, atrosangnineay capil¬ 
lary water-chamber ii 58; 
copper-colour ii 78. 

F, cornigeray water-reservoir ii 
60, 63. 

F, dilatatCy branching in relation 
to leaf ii 44; water-reservoir, 
capillary i 261. 

Fy Tcimarisciy colour and trans¬ 
piration ii 7^; leaf ii 42; 
water-reservoir ii 5 ®* 

Pruticulose lichens usually 
radial i 72. 

Fucaceae, higher differentiation 
i 21; light and spore-germi¬ 
nation i 230. 

Fneksidy branching of petaline 
primordium ii 536. 

FucuSy absence of juvenile form i 

148. 
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fucus strralus, light and spore- 
n^rtnination i ^ 3 ^* 
fumaria, iransversc dorsiventral 
flower i i -8. 

/r oJJxdnaliSy cotyledon persis¬ 
tent ii 4 ^ 3 - , , , 

^x^fXTiacea&yCmoTyOy relaroc<l 
ii 250; flower-structure and 
pollination ii 547: transition 
from foliage-leaf lotcndril i 10. 
futtariay antheridium, opening 
ii 11 ; peristome ii 1O4 ; spore, 
shedding ii 164. 

f, hygiOfnftruay archcgonial 
venter a watcr-sac ii 153; 
archesporium ii 15^* asexual 
propagation ii 1251 mucilage- 
hair ii 13S; protonema-branch- 
ing ami light i ^34 : resting 
state i i62 \ separation-ccU of 
protoncma ii 125 ; spore- 
gcrnunalion i 147* ii >* 7 - 
Function, change of, and light 
i 255, in organs i 8, in root i 
12; in determination of im¬ 
portance of organs i 5 ; dual, 
of leaf i 8, ii 39S; multiple, of 
leaf i 161, ii 291. 

Funsi» and their environment i 
:66; configuration and light i 
257; causing malformation i 
192; causing transformation 
of organs i 11; causing sex- 
change i 193; mechanical 
stimuli affecting i 269; mal¬ 
formation in, experimentally 
evoked i 187; nutrition and 
formi i66; vegetative propaga¬ 
tion i 49. 

Fungus-gall in Polygonum r/ri- 
tuns< i 196. 

Funicle of ovule ii 614. 
Funicular nutritive tissue ii 
64c. 

Fuiikiity adventitious embryo ii 

F^iotruhay polyembryony ii 637, 
F. ovatOy archesporium of pollen- 
sac, differentiation ii 600; 
venation ii 340, 

Furthered organs in flower 
laid down earliest ii 545. 

G. 

G abler of Vitis vinifera i 186. 
Gatrintray stipule axillary and 
ioterpetiolar ii 374. 

Cag€a arvemUy embryo, re¬ 
tarded ii 250. 

( 7 . iuUay embryo, retarded ii 251; 
root‘branching suppressed ii 
^ 74 - 

Gaiadcndrm punctaiuniy sepal 
without vascular bun die ii 292. 
GaUobdolon luieunty peloria i 
189; transition from onbo- 
tropy to plagiotropy ii 457. 
Galiumpalustrty stipule ii 368. 


c. p<r€griitumy stipule ii 370. 

6*. sa(chara(\imy cotyledon nar¬ 
row ii 406. 

Gall, of Aspidium anslatnm 
caused by Taphrina (orntt 
corvi ii 526: Bcyerinck's views 

I 202 ; of capituUiin in Ultra- 
<iu*n umhdtaium i ^ 97 ! 
from Ctcidotnyia Peat i 200 ; 
from C«idotts Ertmila i 199; 
from Dryophanla Jolii upon 
oak-leaves i 199; of Duvaua 

i 199; growth-enryme aN 
stimulus i 202 : of inflorescence 
of Cnicjferac i 197 ; material 
influence of the parasite i i</i \ 
from jVtwj/us Caprtat i 200; 
origin of i 19S ; of Polygonum 
chiurust'X of Pitris </tutdriau- 
riia 1198; of Qutreus i I99; of 
Sclagintl/a ptniagona i 193 ; 
and stimuli i 19$. 

OalUbulbil of Sthgitulla ptn- 
(agona i 197. 

Qali-iDsect, root-development 
through stimulus of i 200. 

GaU«productioD in relation to 
formation of organs i 202. 

Gall*wasp, dilTerent galls pro- 
duecd by one j 199 J of oak, 
SpathtgasUr Tasikcnbtrgi i 
199. 

Oamdtophyte, male, of An- 
gios|>crmeae ii 614, ofGymno- 
spermeac ii 612, of IsotUs ii 
iSi, of NfarsUiaceac ii 180, 
of Salvinia ii 182. of Sda- 
gindla W 182 ; of EipMSCtaceae 

ii 195 ; of Filicineae ii K97, 
connexion with that of Musci 

II 208: of Lycopodineac ii 
191 ; primitive in LycopoUiutn 
ii 583; of Pteridophyta ii 
171, configuration ii 188; and 
sporophyte, alternation ii 171, 
homology i 20; suppression in 
apospory ii 607. 

Gamopetalae, concrescence in 
corolla i 52. 

Gatira bitnnisy pollen-sac, steri¬ 
lization ii 555. 

Gemma, antagonistic to sexual 
reproduction ii 51; conditioned 
by external factors ii 607 ; 
dorsivcntral and light i 227 ; 
dimorphism in Ilepaticae ii 
49 ; distribution by animals ii 
49; ejection ii 49, 467; of 
Lytopodium ii 467, 607; pro- 
embryonal ii 125; protballial 
ii 213, origin ii 215; proto- 
nemoid ii 140; foi Pemusatia 
vivipara ii 469* 

Oenima*C6il ii 49. 

Gemma-leaf ii 139. 

Gemma-scale li 49. 

Gemma-shoot ii 139. 

Genetic relationship of sporo- 


phyll and foliage-leaf ii 470, 

Genista sagittalisy leaf-base, de- 
current, as wing ii 44S ; shoot, 
flattened and light i 249. 

Geuisteae, juvenile form 1 168. 

insect-trap ii 237; leaf- 
root li 237; leaf, tubular ii 237, 
33S; rootless ii 265; root¬ 
less shoot ii 234; transition 
between leaf and shoot ii 236. 

Genitanay phyllotaxy ii 443. 

G. aiauliSy verua ii 443, 

G. asclepiadtay laminar-growth, 
basiplaslic ii 312; leaf-inser¬ 
tion i 93; shoot, dorsiventral 
lateral i 93. ortholropous or 
plagiotropous i 68; transition 
from hypsophyll to flower- 
envelope ii 550. 

Gontianeae, ovule, absence of 
epithelium ii 6^8, ntegminy ii 
61S. 

Geocalyceae, perianth wanting 
ii 89; sporogonial sac ii 90. 

Qeophilous shoot ii 463 ; depth 
in soil ii 465; pull-root of ii 
46O; perennial and periodic ii 
■46^. 

Geothalius tuber osusy tuber ii 

67, 68. 

Geotropism, of aerial root ii 
283 ;of root and moisture ii 276. 

Oeraniaceao, cotyledon con¬ 
volute, asymmetry it 406; 
embryo, lie in seed ii 406 ; 
gynacccum ii 565; ovule, 
epithelium ii 638; shoot as 
waier-rescrvoir ii 452. 

cotyledon, asymmetry 
i 115, li 406. 

( 7 . eicutarium ii 406. 

< 7 . pratense i M 5. ii 406. 

G.Pobertianum ii4o6; leaf-apex, 
precc<lence of growth ii 310. 

Germination, of embryo-sac of 
Angiosi>ermae ii 635, of Coni- 
ferae ii 631, of Cycadaceae ii 
631, of Gnctaceae ii 629, after 
stimulus of pollen-tube in 
Coniferae ii 623; of gemma 
and spore compared in Hepa- 
ticae ii 112; intrasporangial, 
of Angiospermae ii 623, of 
Hymenophyllaceae ii 590, of 
megasporc of lletcrosporous 
Pteridoph>’ta 11623; intrasporo- 
gonial, of Ilepaticae ii 1^, of 
Musci ii 123; of microspore of 
Heterosporous Pteridophyta ii 
180; of pollen-grain, of Coni- 
fcrac ii 614, of Cycadaceae ii 
6ia, ofSpermophyta ii6i2 ; of 
seed, of Cypernceae ii 412,413, 
414, and embryogeny in An¬ 
giospermae ii 253, of Oro~ 
baiukc i 205, of Streptocarpus 
it viviparous ii 355; of 
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spore, of Equisetaceae ii 197, 
heteroblastic of Hepaticae 
ii I07> 108, of Homosporotis 
Leptosporaogiate FiliciDeae ii 
302 , of Musci ii 116. 

Oerm^plaQt and light i 238. 

Qesneraceae, anisophylly,habi* 
tual 1113; cutting i 46; leaf, 
asymmetry i 120. 

Ceum, flower, arrangement of 
parts ii 529; leaf, interrupted- 
lypinnatei 127, ii 331; ovary, 
uniovular, development ii 560; 
ovule, abortion ii 360. 

< 7 . btilgaricum^ leaf, biological 
relationship ii 335,interrupted¬ 
ly pinnate i 137. 

Ginkgoy anther, shield ii 523; 
apical growth, duration ii 322; 
archegonium ii 629; laminar 
growth, eucladous ii 312; 
flower, female ii 518; pollen- 
chamber ii 627; pollen-sac ii 
5 1 5 1 pollen-tube, acrogamous 
ii 613; seed, protection of 
ripening ii 523; stamen ii 515. 

G* bUobay embryo, retarded ii 
251; flower, female ii 518, 
male ii 515. 

Oinkgoaceae, archegonium ii 
629; flower, male ii 514, 
morphology ii 524; leaf, de¬ 
velopment ii 322. 

Gladiolus, archesporium of pol- 
Icn^sac ii 600: inflorescence, 
unilateral i 136; root, dimor¬ 
phism ii 271. 

Gland, petiolar ii 362; mucilage 
ii 374; stipularii 362, 381. 

GUchoma hedtroita^ growth, 
plagiotropous ii 461; shoot, 
pUgiotropous ii 457. 

Gl<di(s(hia horrida, leaflet asym¬ 
metry i 122. 

( 7 , simnsis, accessory axillary 
bud ii 434. 

GUichenia, leaf-apex, resting, 
protection of ii 318. 

C. bifida, leaf, apical growth, 
periodic ii 318. 

Gleicheniaceae. antheridium, 
openingoffree iii77: apblebia 
ii 318; leaf, branching ii 317, 
periodic apical growth ii 318; 
pinnule ii 593; protection of 
leaf-apex ii 318; prothallus, 
apandrous ii 220 ; sporangium, 
opening ii 588; sporangia, 
disposition ii 496; sporophyll 
and foliage-leaf alike in posi¬ 
tion and origin ii 477. 

GUbularia, haustorium of ovule 
ii 640, 

Gp cordifolia ii 640. 

Gloohidia of Azolla ii 212, 218. 

Gloriosa, tendril ii 428. 

Clossodittm, symmetry and direc¬ 
tion i 72. 


INDEX 

Gloxinia sptciosa, peloria 1 189. 

Gnetaceae, archegonium ii 629; 
flower 11526; flower-envelope 
of hypsophylls ii 527; leaf, 
limited api^ growth ii 322; 
ovule ii 628; pollcn-chambcx 
ii 51^: pollen-sac ii 610. 

Gnetum, embryo, suctorial organ 
ii 409; embryo-sac, changes in 
ii 629; hypocolylar haustorium 
ii 402; ovule, three integu¬ 
ments ii 629. 

G^ funuulart, searcher-shoot ii 
454 * 

( 7 . Cmmon, embryo, retarded ii 
251; embzyo-sac, changes in ii 
germination ii 629, 631. 

Goebel, on leaf-development il 
304. 

Goethe, defloition ofmorphology 
i 3 * . 

Goldfussia, anisophylly habitnal 

i 112. 

G. anisophylla, anisophylly i 99, 
and light i 253; hyponasty 
and epinasty i 85. 

C. glomtraia, anisophylly, habi¬ 
tual i 112. 

Gangora^ pollen-sac, confluence 
» 654 * 

Gonidia-formatiOD in light and 
darkness in Fungi i 257. 

Goftium ptetoraU, colony i 27. 

Coitsfha, leaf ii 41; water-reser¬ 
voir ii 58. 

( 7 . pachyphylta, leaf ii 42. 

G* sciurea, lamella ii 58. 

Gradatae, grouping of soorangia 
in Pteridophyta ii 496. 

QralDiQeae,a^vn ii 377; branch¬ 
ing, axillary ii 433; coleoptile 

ii 415; coleorrhiza ii 425;' 
cotyledon 11414, peltate ii 334; 
embryo, development ii 418, 
differentiation ii 245, interpre¬ 
tation ii 426, structure ii 415: 
epiblast ii 415, 418; flower- 
structure and pollination ii 547 \ 
hinge-cell ii 324; bypocotyl ii 
415; in florescence,dorsi ventral 

i 134. radial i 135; lamina, 
differentiation ii 300; ^ leaf, 
asymmetry i 116; leaf-inver¬ 
sion by tonion ii 296; leaf- 
sheath ii 322; ligule ii 37 ^, a 
bud-cap ii 378, formation ii 
418, function ii 376,377, sickle 

ii 377; ovule, reaction ii622; 
piIeoIeii4i5:scuteUum 11415. 

Grammatophyllum speemum , 
nest-root ii 283. 

Gravity, and anisophylly i 226; 
and asymmetry of leaflet i 
123; and chief and lateral 
shoots i 225; and cutting i 
223; and disposition of organs 
i 219; and embryo of Plerido- 
phyta i 219; and formative 


stimulus i 219; and leaf of 
Begonia i 219; and organ- 
formation i 222, 224; and 
prothallus of Filices i 221; 
qualitative influence i 326; 
and regeneration i 221; and 
root-formation i 222; and 
shoot, of Cactaceae i 221, 
of trees i 224; and thallus, 
of Algae i 224, of Hepaticae 

i 224; and tuber of Thladi- 
antha i 221, 

Crimaldia, air-cavities ii 75; 
involution of parts to resist 
drought ii 65 ; perinium, vesi¬ 
cular swelling ii 107. 

C. dkhotoma, latent condition ii 
65; spore ii 107. 

G.fragram, habitat ii 71. 

Grimmia, hair-point ii 149; leaf- 
surface, papilla ii 143; sporo- 
gonium, radial i 236. 

G, Uucopkaea, silver-glance ii 149. 

Growth, apical, of Hepaticae ii 
20, of leaf ii 131, 310, 313, 
317, 322 ; basal, of leaf 

ii 306, laminar ii 325, and 
terminal i 41; compensation 
of i 207, 208; in darkness, of 
Basidiomycetes i 257; distri¬ 
bution in flower ii 552; inter¬ 
calary i 41, of cotyledon it 
404, of leaf oiByblis ii 311, pre¬ 
dominant in MoDocolyledones 
ii 298; in land and in water of 
Marsilia quadrifolia ii 498; 
limited, and unlimited i 15, ii 
132, X44, and causes i 142, ii 
190; organs of limited have 
mid-portion best nourished ii 
511; of torus, limited ii 541. 

Growth-entyme as stimulus of 
gall'formation i 202. 

Guarea^ pinnae, sequence of ori¬ 
gin ii 310. 

Gtiilandina, pinnule as stipule ii 

.. , 

Gunmra, aporogamy u 015; 
ovule, reduction ii 622; par¬ 
thenogenesis ii 615; stipule, 
axillary ii 374, origin ii 375 - 

( 7 .rAi/wir,stipule, axillary ii 374. 

G. macrophyllay stipule, ab«nl 

ii 374. 

(/.wa«2ra/tf,stipule.axillaryii375- 

Outtlferae, hypocolylar storage 

» ^58* ^ , . 

C7n//«/mfl, spore-formation i 25. 

Gymnanthe, sporogonial, sac ii 
91, tuberous shoot ii 92. ^ 

G. saccaia, sporogonial sac ii 91* 

Gymnocladus canadensis, acces¬ 
sory axillary bud ii 434 - 

Gynmogrammoao, prothallus, 
development ii 205. 

Cyninogramnit To/(a, villosa, 
sporangium protected by hairs, 
ii 497 - 
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GTinnoniitrieae, colour and 
light ii 78. 

Gymnomilrium, perianth absent 

U89, . ... 

Gymnoapermao, ajitbcridium, 

mother-cell ii 614; arche- 
gonium ii 629; archespo- 
rium ii 601 ; cladode ii 44 ^.* 
dUlocator-cell suppressed ii 
614; embryo, retarded ii 
251; epidermal active cells in 
pollea-sac ii 610: cxothecium, 
active cells ii 611; flower, 
hermaphrodite ii 471, question 
of origin i 60; juvenile form, 
configuration i 1531 
development ii 322* primary i 
«53. “ >54. «55: >eaf-apcx. 
precedence in growth li 309; 
megtsporocyte. tetrad-division 
ii 625: pollen • sac ii 610, 
confluence ii 554, variation 
in number ii 553; pollen-tube, 
basigamous ii 614, reduction 
11614; polyphyletic origiri ii 
63> I sporangium, active cells 
inwall ii $77; sporophylUijl i. 

Cyfnwsfomurfi, old genus of 
Musci ii 16]. 

Oynaaceum, of Angiospcmiae 
it 555) suppressions in con¬ 
struction ii 557: apocarpous 
ii 55®» 559 J concrescence ii 
557; dimerous ii 558 ; in epi- 
gynous flower ii 55S; in hypo- 
gynons flower ii 558; mono- 
merous ii 558; paracarpous ii 
558 ) 5 ^ 6 : in perigynous flower 
ii 558; polymerous ii 558; 
reduction ii 548, 557, 621 ; 
$yacarpous ii 558, 56a; termi¬ 
nal structure of flower ii 558. 


Habitual anisophylly, defined i 
108. 

Hair, definition 1 13. 16; of 
calyptra ii 153; of Musci ii 
138; of prothallus, of Cyathea- 
ceteii i99,ofOr/ni^n</a, absent 
ii 199, of Polypodiaceae ii 200, 
of rteridophyiaii 188; of root 
and transpiration ii 269; as 
sporangial protection ii 497. 

Halrleas root ii 269. 

Hair^point of Musci i 261 )iii 49 - 

Halr«root of HymenophylU- 
ceae ii 264. See also Rhisoid. 

Hakca ptctincta, transition from 
entire to divided leaf ii 294. 

H, trifurcata^ heterophylly ii 
357 > 1 ^^^) cylindric ii 283, di¬ 
morphism ii 293. 

H^ogtton sativiis^ halophyte i 
266. 

Hahpkila^ macropodous embryo 
il 262; pollen ii 611. 

HalophilouB plants i 265. 


Halophyte, configuration and 
environment i 265. 

HalcpUriSy arrested formations i 

37 * 

H. filicina, branching of shoot i 
88, and light i 237; long 
shoot and short shoot i 36. 

//. / nb u rya ttuxica na , nd hes i ve 
disk (»n tendril i 26S. 

//aphhphium, adhesive disk on 
tendnl i 268. 

f/aphmilrium, free antheridium 
ii 84; Uophylly i 102; ortho- 
tropy ii iS. 

Haptera of Podostemaceae ii 
222, 265, 281. 

Haatening of embryogeny of 
prothallus of Filicineae ii 189. 

Haujtorium.cotylarii 401,410; 
cotyledon, lob^l ii 407; of 
Cuscuta developed through 
contact-stimuli i 268 ; of em¬ 
bryo in Musci ii 157; of Fungi, 
result of mechanical stimulus 

i 269; of germinating pollen- 
grain of Cycadaceac li 612; 
os new formation ii 224, 226 ; 
of ovule ii 631 ; ovular, of 
Angiospermae ii638,of Casua- 
rina ii 633; of parasite ii 224, 
unlimited growth of ii 225; 
pollen-tube, a ii 614: of seed i 
2c8. 

Hidst^pteris , protballial gemma 

ii 214. 

Hederay aneboring-root it 286; 
juvenile state an adaptation i 
170; nourishing-root ii 286; 
root, dimorphism ii 286; root- 
primordia on stem ii 275; 
shoot, dor^iventral i 99,plagio- 
tropous and orthotropousi 160; 
reversible dorsiventrality 1231. 

H. Helix ^ leaf-forms ii 160. 

Hedwigia ciliaiay leaf-surface, 
papilla ii 143; silver-glance 
li 149. 

Hedych i u m Cardnerxa n u m , 

plng-tip ii 309; Ugule, signifi¬ 
cance ii 377- 

Hedysarun eapi/aium, leaflet, 
asymmetry i 121. 

H. obsatrumy stipule ii 369. 

H, sibiricum, inflorescence, uni¬ 
lateral i 136. 

HeUoehariSy assimilating shoot- 
axis with arrested leaf ii 447. 

Helianthemumy stipule, arrest ii 

365- 

H. guttaium, leaf, stipulate and 
exstipulate ii 365. 

H. lasianl hum, oelattduu m , 
tomen/osuniy vu/gare, stipule 

ii 365- 

Helian/hus annuus, site of flower 
and light ii 552. 

Heiie^tcerosmuscivonis^^mx^hi 

\ growth basal ii 3a4« 


Heliconia dusyiinthay leaf-lamina 
split through rain-drops ii 
3 * 8 - . 

Ihlicophyllum, laminar growth 
basal ii 324. 

Heliotropism, of prothallus of 
Eqtiiietum ii 197; of soil- 
root ii 276. 

Helleboroae, antipodal cells, 
persistent ii 636 ; few carjJcls 
and many ovules i 59. 

HdltboruSy nectary ii 550, 560 ; 
ovary, pluriovular ii 560, 

IL feeddus, leaf, basipelal 
branching ii 330. 

HelmifUhcstaehySs sporangio - 
phore ii 483, sterile at tip 
ii6o6; sporangium, dehiscence 
ii 585 ; sporophyll, configura¬ 
tion ii 4S3, a transformed 
vegetative leaf ii 485, and 
wind-distribution of spore ii 

II. zeylanuOy sporangiophorc ii 

4S3. 

Hdwifigia japon ;V<2 , i n fl 0 fe - 

scence, epiphyllous ii 436. 

H. rusd/o/iay inflorescence, 
epiphyllous ii 437. 

II<m ion ids paint at a , v ire seen I 
arcbegonium ii 1S7. 

HentiuTiay basal pinnule ii 347. 

//. ( A mph icosm ia) I Valkerat , 
leaf, development ii 315; pro¬ 
thallus, brauebing ii 200. 

H. eapensisy adventitious pinnule 
>1547 • water-absorbing leaflet 
ii 347 

H. giganUa, prothallus, branch¬ 
ing ii 200. 

IlepaiUdy acolylous embryo il 
250; time of germination of 
seed ii 253. 

Hepaticae, absorptive hypo- 
geous organ ii 70; air-cavities 
li 71; anatomic stnicture and 
water ii 71; anisophylly i tot; 
antheridium, development ii 
12, opening ii to; archego* 
nium, development ii 16; 
branching ii at, in relation to 
leaf ii 44 ; breathing-pore ii 
72; bud, direct origin i 48; 
colour, and heat ii 78, and light 
ii 77; dioecism ii 80; dorsiven* 
tml structure i 84; dorsiven¬ 
trality dominant ii 18 ; elater, 
o^an of ejection ii 99; em¬ 
bryo, cblorophyUousii 105;en- 
dogenetic shoot ii 45 ; epiphy- 
tism, and rbizoidal anchoring- 
disk ii 45, and water ii 53; 
exosporium ii 106; fertile 
shoot ii 79; flagellum ii 4a; 
gemma ti 49; genii*pbase 
m regeneration ii 67; germ- 
plant, and external stimuli i 
217, and light i 239; germina- 
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tion, of gemma and spore 
compartd ii 109, of spore 
heteroblastic ii 107, of spore 
and formation of pro-embryo 
compared ii 113; hydrotro¬ 
pism ii 76; hygrophily ii 
52; invohiccl ii 93; involu¬ 
tion of parts to resist drought 
ii 65; juvenile form, retention 
ii 14(5; lamella on thallus 
ii 55 * 57 ; l«af ii 35, bi¬ 
partite ii 41, forming capil¬ 
lary chambers ii 58, concre¬ 
scence ii 42,dispUcement ii4i, 
tubular ii 337 ; long shoot and 
short shoot ii 43; and light ii 
76; monoecism ii 80; muci¬ 
lage-hair ii 27; mucilage- 
secretion ii 27; paraphylliom ii 
57; peiianlh, lunction ii S9; 
propagation, vegetative i 48 ; 
propagative capacity i 47; 
protective, odour ii 79, taste- 
substance ii 79; regeneration 
ii 51 ; resting bud ii 44; re¬ 
tention of water ii 53 ; rhiioid 
ii 45 ; rudimentary ii 114; 
scale ii 27, biological signifi¬ 
cance of ii 34; sclerenchyma- 
fibre ii 76; sexual organs, 
diffuse and limited disposition 
ii 80, dorsal m thallose ii 80, 
protection ii 81, 88; sexual 
shoot, construction ii 89, poly- 
phylelic origin ii 93 ; spore ii 
106, exinc ii ic6, perinium ii 
106; sporogonium ii 93, de¬ 
velopment ii 103, function ii 
94 ; sterile cells of sporogen- 
ou$ tissue ii 597 ; stolon ii 23 ; 
symbiosis ii 78; symmetry of 
organs ii 18; tannin-body ii 
79; thallus and gravity i 224 ; 
transformation, of leaf to 
water-reservoir ii 58, of rhi- 
2oid$ ii 47 ; tuber ii 43, 66, 
history of discovery ii 66; 
vegetative body, variety ii 7; 
vegetative organs ii 18; and 
water ii 52; waler-sac,asinsect- 
trap ii 64, with hinged valve 
ii 01 ; xerophilous adaptation 
ii 65; younger group than 
Musci ii 7. 

I/eracUum, flower, unessential 
zygomoi phy i 130 ; leaf-base, 
function ii 299 ; leaflet, asym¬ 
metry i 122 ; root, periodic 
shortening ii 271. 

Herb, plagiotropous shoot ii 
457 - 

Herbort Spencer on aniso- 
phylly i 99, 250; on relation 
of form and function i 4. 

Hermaphrodite, flower of 
Gymno:»])ermac i 60, ii 471 * 
flowerofSelaginelleae,original 
ii 508. 


Herposiphonia^ organs, positior 
i 90. 

Hesperis matronalis^ phyllody 
of ovule i 182. 

Heteranihera zosttrcufolia^ juve¬ 
nile form i 164. 

H, rentformtSy reversion i 172. 

Heteroblastic development i 
144; spore-germination in He- 
paticae ii 107. 

Heteroblaaty in juvenile forms i 
» 45 - 

HeUrocoitron diversifoUay gra¬ 
vity and cuttings i 223. 

Heterodromy in phyllotaxy of 
Pteridophyta i 78. 

Heterophyadic Kquiseta 11 

501- 

Heterophylly, i 102, ii 345, 
351 ; of dicotylons aquatic 
and marsh plants ii 35S; of 
epiphytic Filices ii 349; of 
monocotylous aquatic and 
marsh plants ii 357 ; of Pteri¬ 
dophyta ii 346, 350; of Sper- 
mophyta ii 351. 

Heterosporoua, Leptosporan- 
giate Filicineae, sporophyll ii 
4S7; Pteridophyta, antheri- 
dium, development ii 180, spo¬ 
rangium, development ii 602. 

Heterospory of Pteridophyta ii 

577.603- 

Heuchtra Mtnzusiiy divided 
hypsophyll ii 393, 

Hezamery and pentamery In 
Caiyophylleae ii 538. 

HUraciumy leaf-for mat ion and 
light i 256. 

Hu radu m umbellalu m , gal 1 - 
formations of capitulum i 197. 

Hioge of valve of sporangium 
of SelagintUa ii 580. 

Hioge-cell, leaf of Monocoty- 
ledones ii 324. 

Hippurisy unitegminy by con¬ 
crescence of ovule and integu¬ 
ment ii 6i8. 

//. vulgariSy hairless root ii 269. 

Hiptagt cbtusijoliay searcher- 
shoot ii 455. 

Hoffteanu, experiment in pclo- 
ria 1 189. 

Hofmeiator, on development 
of leaf ii 304 ; on directive in¬ 
fluence of light in Bryophyta 

i ^ 34 * , . 

Homoblaatio development 1 
143; of Equisetineae i i5i;of 
Lycopodineae i 151. 

Homoblasty in juvenile forms i 

143- 

Homodromy in phyllotaxy of 
Pteridophyta i 78. 

Homology i 14; and analogy i 
5 ; of gametophyte and sporo- 
phyte i 20; of megasporocyte 
and microsporocyte of Angio- 


spermae ii 625; not based on 
one character i 14; varying 
use of term i 18. 
Homopbyadic Equiseta deve¬ 
loped through fertile shoots in 
summer ii 502. 

Homosporous Pteridophyta, 
antheridium, development ii 

178. 

Honey-gland, stipular ii 38]. 
Hook, climbing ii 324, 371, 419; 
calycine of Agrinwnia ii 452; 
leaf ii 419. 

Hordtunty ligule, protective 
function ii 378. 

//. hexastichumy embryo, deve¬ 
lopment ii 418. 

Iforminum pyrenaicumy inflo¬ 
rescence, unilateral ii 136. 
Horn of sporophyll of Ceraio- 
zamia ii 512. 

Horned petal, development ii 
560. 

Hosackia subpinnaiay leaflet, 
asymmetry i 121; leaf, uni¬ 
laterally pinnate 1121, 

Host of parasite ii 225. 
Ilctloniay leaf, basipetal branch 

ink' ii 330. 

H^uitaniay ovule, ategminy ii 
619. 

Humuha Lupulus, stipular, by- 
psophyll ii 394; stipules of 
adjacent leaves, concrescent ii 
368, kataphyll of bypogeous 
shoot ii 386. 

Humus-plant, hairless root ii 
269. 

Ilyadnthuiy cotyledon, eptgeous 
green ii 40^ ; flower in dark¬ 
ness i 243. 

//• orUfitaliSy bulbil in regenera¬ 
tion i 45 ; root-hair suppressed 
in water ii 269; vegetative 
propagation and seed-forma¬ 
tion 145. 

HydrattgeCy flag-apparatus, cor¬ 
relation of growth 1211; flag- 
flower ii 571. 

Hydrobryuviy root, dorsiventral 
ii 281 ; flattened in relation to 
light i 247. 

HydrcchariSy hair on water-root 
ii 269 ; root-apex ii 267. 

H, Ahrsiis-ranaty growth of 
aquatic root in soil ii 267. 
HyarocUU Hn mbc/dd, rever¬ 
sion-shoot i I 73 * 

HydrocotyUy stipule, develop¬ 
ment ii 364. 

H vttlgarisy leaf, segmentation 

ii 336- 

Hydrophylleae, inflorescence, 
dorsiventral i 136. 
Hydrotropism, of Hepaticae il 
76; of prolhallus of Equist^ 
turn U 197; of soil-root ii 
376. 
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llydruntt, branching i 34; 
colony i }S>, 

//. fiHlidits, vegetative point i 
31, 

Hygropbiiy of Ilcpaticne ii 52. 

HyffUHocdUis s/'iiicsdy embryo* 
retarded ii 251. 

Jlyt/uuocdryi 4 j (Itcttiafus, 1 eaf, 
asymmetry i i^I. 

IlymcucUfis spuaUi, prothallus 
ii 30: spiirophyll u 496. 

ahiiormal fructi¬ 
fication in darkness i 35S; 
fructification and liyht i 337. 

Hymeucphyllaceae* ant her i- 
dium, opening of free ii 17" » 
and npospoiy ii 609; gemma, 
prothallial ii 314 ; hair-root ii 
364; leaf, adaptation to en¬ 
vironment ii 347, develop¬ 
ment ii 313; leaf-form, bio¬ 
logical significance ii 346; 
prothallus, surface and tda* 
mentous ii 310; ptyxis, cir- 
cinatc absent ii 321; rootless li 
363, reduced form ii 364 ; 
sporangium, asymmetry u 
575, t)asipc tally developed ii 
496, openmg n 5S8, position 
ii 494, an<l peltate sporopbyll 
n 575 ; spore, intrasporangial 
germination ii 590; symbiosis 
with fungi ii 319. 

IlyffUHcp hytlu tti, 1 e af, apical 
growtli periodic ii 318; pro- 
thallus ii 206. 

//. axillare, prothallos ii 307, 

//. inftrruptHm^ Karsfoiitiniitti^ 
plumoutm^ leaf, apical growth 
periodic ii 318. 

Hymoicphylumy apical cell ii 
31 ; branching li 21 \ perl- 
chaetium ii 83; rhizome, sym- 
podial ii 35 : shoot, ventral, 
bearing sexual organs ti 83; 
spore, ejection ii 101 ; sporo- 
gonium with elaterophore ii 
101, 

//. Jldhdhtumy hymenophyl- 
loid habit ii 34. 

//. Phylianihu^, thallus ii 23. 

Hy 05 cyamus^ branching ii 435 ; 
flower, dorsivcntrality ii 543; 
inflorescence, dorsiventral I 
136; placentoid ii 599. 

//. dibits, archesporium ii 599 ; 
pollen.sac, development ii 599. 

lfyp(coum, androccium ii 540. 

Hypericaccoe, stamen, branch¬ 
ing ii 534, 

llyptriaim, dcdoublement ii 
5.^3; gynaeceum, develop¬ 
ment ii 565; stamen, branched 
ii 533; style, formation ii 565. 

//. af^pdacum, staminal pha¬ 
lange ii 534.' 

Hypuaceae, spore, shedding ii 

>65- 


//ypnuw, annulus, function ii 
161. 

II. • adumutHy (XtprcssifortiUy 
tci’OiVeUS, Itndndtutn , leaf- 
apex, photophobous ii 135* 

II. (rista-<astrmsis, involution, 
dorsiventral i 86. 

//. spUmidtSs axis, dorsiventral i 
84; paraphyllium ii 146; 
shoot, dorsiventral ii 138, pla- 
giolfopous and light i 233; 
tiered growth i 68 ; transition 
from ort hot ropy to plagio- 
tropy i 69, 

Hypocotyl, of Gramincac 11415; 
tuber li 358, 360. 

Hypocotylar, food-storage of 
Dicotylcdones ii 3 58, of Mono- 
cotylcdonesii 260; baustorium 
of Gndnm ii 402, of Wdxoit^ 
s(kia ii 402; water-storage of 
Cactaceae ii 260. 

Hypogacae, growth in dark¬ 
ness i 257. 

Hypogeoua, absorptive organs 
of llepaticae ii 70; cotyledon 
ii 410; fruit ii 493; inflores¬ 
cence ii 571 ; protballus it 
19S ; shoot as boring-organ ii 
366; sporocarp ii 493; stipular 
kataphyll ii 386. 

Hypogynous flower ii 558. 

HypoQQSty i 84, 8$, 

Hypopeltatejeafii 334; sporo- 
phyll in Lycopodineac ii 
503. 

Hypopodium ii 304. 

Jlypoputy^ttm, anisophylly i 
ICO. 

II, fusKdlimbatum, anisophylly i 
101. 

Hypothesis, of development of 
leafy sporophyte from moss- 
sporogonium ii 201; of evolu¬ 
tion, of flower ot Cooiferac ii 
523 ; of hypsophyll of Mono- 
cotyledoDcs ii 396; phyletic, 
regarding sporangium ii 605. 

Hypsophyll ii 3S9; bristle in 
Cyriareae ii 398; development 
ii 391 ; division and arrest ii 

393. 397 ; flower-envelope de¬ 
veloped from ii 549; form in 
relation to function ii 396; 
formed, by leaf-base ii 342, 

394, by whole leaf-primor- 
dium ii 392; originates from 
foliage-leaf ii 390; of Musci 
li 135; position ii 390; pro¬ 
tective organ ii 397; stipular it 
394- 

I. 

IberiSy flower, unessential zygo- 
morphy i 130, 

Idealistic morphology i 5. 

lUx AquifQlium, lead of young 
plant, prickly i 264. 


Impatiim, cotyledon, emargi- 
nate ii 407 ; gynaeceum and 
placenta lion ii 564. 

I. glatululosa, foliar gland ii 
362. 

I. parvijlora, flowering and light 
i 244. 

Indented leaf of Pryophyllum 
(rinatum ii 337. 

Indigof^ra dipkylla, leaf, uni¬ 
laterally pinnate i 121 ; leaflet, 
asymmetry 1121. 

Indusium, homology with in¬ 
tegument of ovule ii 616 ; use 

» 497* 59-- 

Inferior ovary ii 567. 

Inflorescence i 12S; bristle- 
shoot of Gramincac i 20; com¬ 
pensation of growth in i 208: 
climbing organ ti 45b; of 
Conifcrac ii 518 ; ofCrnciferac 

i 197; dorsiventral i 134, cir- 
cinate i 136; epiphyllous ii 
436; phytiocladous ii 450; 
radial i J34; symmetry i 134; 
unilateral, origin of i 13*^. 

Inflorescence-axis transform¬ 
ed into assimilation-axis ii 
447* 

Inheritance of malformation t 
184. 

Insect inducing phyllody i tSi. 

Insect-trap ii 64, 237. 

Insectivorous plants, tubular 
leaf ii 338. 

Insertion of leaf on dorsiventral 
shoot i 93. 

Integument,of mega sporangium 

ii 614; of ovule 11616, develop¬ 
ment 617, significance ii 615 ; 
of sporangium of Ltpidocarpon 
ii 616. 

Integumentary wing of ovule 
of Conifcrac ii 628. 

Intercalary groN\th. See 
Growth. 

Intercellular mucilagcofllepa- 
ticae ii 76. 

Internal symmetry and aniso- 
phylly i 254. 

Internode i 35; length and 
phyllotaxy ii 442; torsion in 
plu^iotropous shoot 1 93, in 
radial shoot ii 442. 

Interpetiolar stipule ii 36S. 

Interruptedly pinnate leaf, 
cause 1127; of Dicotyledones 
ii 331; inierpretation ii 332. 

Intracellular mucilage of Hepa- 
ticae ii 76. 

Intramatrical vegetative body 
of parasite ii 225. 

Intranucellar germination of 
cmbryo-sac ii 622. 

Intraseminal absorption of en¬ 
dosperm ii 402. 

Intrasporangial germination. 
See Germination. 
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Intraflporogonial germination. 
See Germination. 

Intravagi nal squ^mole ii 359. 

Introree anther ii 553. 

Inula^ branching without axil- 
lant leaf ii ^33. 

Inverse-dorsiventral flower of 
Sdaginclta ii 507; growing 
out vegetatively ii 508. 

Inversion of leaf ii 296; ex¬ 
planation of ii 297. 

Involucel, of Hepaticae ii 93; 
of Spermophyta i 39. 

Involucre, arrest through loss 
of function i 39, ii 397 ; de¬ 
velopment in Lagascta ii 543; 
of Pulsatilleae ii 550. 

Involution of leaf i 85, ii 298, 
Stahls hypothesis of ii 298 ; of 
parts to resist drought in 
Hepaticae ii 65. 

Ipo nwea Pes- C aprae^ pi a gi otr op y 
ii 459 - 

Irregular flower i 128. 

Jriarteay prop-root ii 277; thorn- 
root ii 2S8. 

Irideae, flower-structure and 
pollination ii 547 ; thorn-root 
ii 28S. 

/w, inheritance of staminal varia¬ 
tion i 187; kaf,bilateral, i68, 
ii 294.328,development ii 328, 
dorsal wing i 87. 

I. variigata^ leaf, development ii 

329- 

Isoetaceae, spermatozoid, pluri- 
ciliate ii 172; spore, water- 
distribution ii 575; systematic 
position ii 173. 

IsoeUSy anthcridium, develop¬ 
ment ii 181; apospory ii 607 ; 
archespoiium ii6oi; embryo, 
differentiation ii 243, position 
of organs ii 247; gametopbyte, 
male ii 181; kataphyll ii 351 ; 
leaf, terminal i 16; leaf-borne 
bud ii 431, 436; ligule ii 
360; megaspore, diflerentia- 
tion ii 628 ; microspore, ger¬ 
mination ii 181; prothallus ii 
212, development ii 213; rhi- 
zoid rare on female prothallus 
ii 189; sporangiuiDi develop¬ 
ment ii 604, sterilization ii 355, 
605; stem-apex, suppression 
of lateral shoots ii 431; sys¬ 
tematic position ii 172; tape- 
turn, secretion ii 596^ trabecu¬ 
lae of sporangium ii 555, 597, 
605; transition from sporo- 
phyll to foliage-leaf ii 510. 

/. IlystriXy sporangium, develop¬ 
ment ii 604. 

/. /tfrrrrfrij,apospory i 214, ii 607; 
sporangium, development ii 
604; vegetative development 
incre«ased through suppression 
of reproductive organs 1214. 


/. Malinvcniianay microspore, 
germination ii 180. 
Isophyllous Schginelleae, 
flower ii 505. 

leophylly, of Hepaticae i 102; 

of Setagifulla i 105, ii 505. 
Isosporous, Leptosporangiate 
FiliciDeae, sporophyll ii 485; 
Lycopodineae, spore-ejcction 
ii 580; Pteridophyta ii 577, 

J- 

Juglandeae, basigamy ii 615. 
Jng/ans, laminar growth eucla- 
dous ii 312 ; leaflet, asymmetry 
2122; flower, male and female, 
position ii 472. 

y. (imrea, leaf-apex, precedence 
in growth ii 310. 

/. ngiay accessory cotyledonary 
bud i 434; correlation in axil¬ 
lary bud i 209; kataphyll ii 
388. 

Juncagineae, cotyledon, differ¬ 
entiation ii 408. 

funeusy leaf, cylindric li 447, 
differentiation ii 298, radial 
ri 205, 328, orthotropous i 
68. 

y. bufiniuiy flower, malformed 
by starvation i 192. 
y. capitatusy flower, not mal¬ 
formed by starvation i 191. 
y ghu(usy embryo, incomplete 
ii 253, 

y. lampro(arpuSy m al form ation 
caused by Livia jutuorum i 
1 95 *. 

y. supmuSy malformation caused 
by Livia junconon i 195; 
tuber i 262. 

Jungermanniay archegonia in 
groups with perichaetiumii 89; 
elater free ii 99. 
y. albicanf, leaf ii 41. 
y. bUnspidatay amphigastrium ii 
41; elater ii 99,202 ; etiolated 
plant and light \ 241; leaf- 
displacement through light ii 
42; light, directive influence of 

1 234 ; oil-bodies absent ii 79; 
regeneration ii 52; shoot, en- 
dogenetic ii 45; sporogonium 
ii 99. 

/. atrvifcliay water-sac ii 60. 
y. hyalinay spore-germination ii 

2 10 . 

J. Mickauxiiy oil-bodies absent 
ii 79. 

y. Sphagfiiy sporogonmm and 
gemma togemer ii 31. 

/. trichophyllay anisopbylly i 101; 
elater ii 99 ; leaf ii 41; spore- 
germination ii 110. 
Jungernmnniaceae, anisophyl- 
ly i 100; antheridium, develop* 
ment ii 23, opening ii 10; 


colour and light ii 78; gemma 
of foliose ii 50; germ-pUnt 
and light i 240; leaf, displace* 
ment and light ii 41, two-lobed 
ii 41: Leitgeb's divisions of 
acrogynous and anacrogynous 
ii 80; light and foliose ii 77; 
mucilage-papilla ii 28 ; reten¬ 
tion of water ii 53; reversion 
of leaf to thallus-form ii 42; 
spore-germination ii 107; 
sporogonium, development ii 
97 > mature ii 96, opening 
ii 97 » without claterophore ii 
99, contains spores and elaters 
ii 99, sterilization ii 103. 

jnniperm^ dislocator-cell ii 614J 
megasporocyte ii 628; pollen- 
sac, confluence ii 534, develop¬ 
ment ii 556, num^r varies ii 
553 ) opening ii 610, terminal 
ii 516 ; stamen, peltate ii 334; 
transition from sporangium to 
sporangifcroiis leaf ii ^6. 

y. chimmUy virginianumy juve¬ 
nile form i 154. 

y. communisy juvenile form i 154; 
stamen, variation in one flower 

ii 

Jussieucay air-root ii 280; influ¬ 
ence of medium i 260. 

y. grandijloray breathbg-root 
absent in dry soil i 260. 

y. salici/oliay air-root ii 280; 
sepal and petal, venation ii 
344 * 

Juvenile form i 141; absent, in 
some Algae i 248, in some An- 
giospermae i 159; of Angie- 
sperinae i 155; of aquatic 
plants i 164; with arrest of 
adult leaves i 166, ii 447, 450^ 
arrested formations in i 145 ; 
of Bryophyta 2 151; describe 
as distinct species i 149,159, 
ii 125; difTerences in con- 
flguration i 145; direction of 
growth i I43; distinguished by 
different pbyllotaxy i 261; 
duration i 145; of Gymno- 
spermae 2153; heteroblasty in 
i 143; homoblasty m i 143; of 
marsh-plants i 164 j of Fieri- 
dophytaiifi; result of adapta¬ 
tion iijo\ retention, in Algae 
i 149, in Hepaticae i 146, in 
Lemnaccae ii 236, in Musci i 
147, 151, in Passertfia i 167, 
in Phylioglosstitn ii 2365 re¬ 
version to i 146, 172, ii 447 ) 
in feeble light i 242, in 
Monocotyledones ii 447; sex¬ 
ual organs on in Coniferae i 
146; tendril absent m i 161; of 
Thallophyta i 148; of xero- 
pbilous plants 1 i63» 

Juvenile stage, difference from 
adult i 143. 



INDEX 


679 


K. 


Laod^plADt^, cdlolar structnre 


EaUpbyll ii 384; from leaf-base 
ii 386; from kaf^primordium ii 
384; of Monocolyledones n 
389; origin ii 384; pcUatc ii 
334» 5 ^» protective ii 3S5; of 
Pleridophyta ii 35 o: stipular ii 
385 ; storage-organ ii 350, 39S. 

Kaulfussia, synangium ii 585. 

Ktntudya rtibUnmictt juvenile 
form i 155. 

Kitaibelia t 'itij olia , c a rpcl, 

branching ii 337. 

KUinia^ shoot as water*reservoir 

ii 45. 

EliDOtropisni i iiu. 

Klugidy anisophylly* habitual i 
n 3 . 

K* Notoniana, cutting of inflo¬ 
rescence-axis i 46. 

Knaiilia an insis, archesporium 
of pollen-sac ii 399; doubling 
causeil by Ptrcfxospcfa viola- 
<t<i i 19^: fungus-attack and 
staininal primoidium i 11; 
helcrophylly ii 354, 

A*, anotsii, var, inte^rifoHa^ 
shade-form ii 35J. 

A'. sy/vaiUii, hetcrophylly ii 35J. 

Knee*root ii 280; absent from 
TaxodiumdistUhum in dry soil 
i 260. 

Eny. experiment, silver fir and 
light i 250. 

A «r;ia (r<ua<anlhoid4a^ juvenile 
form of liverwort ii 115. 

L. 

Ijabiatae, corolla, confluence of 
parts ii 538; flower, dorsk 
ventral and radial i 133, sup¬ 
pression of organs i 57; hair 

i 16 ; inflorescence, unilateral i 
136; ovary and placcntation 

ii 563; shoot, plagiotropous 
ii 459 * 

Xiftbiate flower i 131. 

Lachonalia^ antagonism of seed- 
formation and vegetative pro¬ 
pagation i 45. 

Z. luUola^ antagonism of seed- 
formation and vegetative pro¬ 
pagation i 45, 213; bulbil i 45. 

Za^sifa, involucre,development 
ii 343* 

Lagtmcularta raevnosay pneu- 
matophore ii 278. 

Lamella, of leaf, of Musci ii C44, 
of Hcpaticae ii 58 ; of Cballus 
of Hepaticac ii 55. 

Laminar growth, apical ii 310; 
basal ii 324; types ii 312. 

Laminariacoae, higher di^er- 
entiation i 21. 

Lam in m macu latum y pel 01 i a i 
189. 

Landeform of Riuia 1 269, ii 
34 > 45 * 


1 24- 

Larix, flower female, position ii 
323; juvenile form i 154; 
megasporocylc, solitary ii 628; 
pollination protliallus, 

male ii 614; short shoot 
prccc<lcs long shoot in unfold¬ 
ing ii 445 * 

A. enrofafa, short shoot and long 

I »hoot li 444. 

/ as If <u<i lU do mas, var, . r/- 

stata, apospory ii 608. 

Latent, capacity of branching ii 
431 ; primordium i 97, of 
root on shoot ii 275. 

Lateral, ankophylly defined i 
108; flower, dorsivenirality i 
*33 * ^ffl^*** displacement i 
74, development in serial suc¬ 
cession ii 342; root, exotropy 
ii 276, not gcotropic ii 276; 
shoot, and chief axis i 34, dor- 
siventral i 92, siippre^ion at 
stem-apex ii 431. 

Lathraoa^ embryo, reduced ii 
254; organ-formation in ab¬ 
sence of light i 257. 

Z. Sxjuamariay storage-kataphyll 

^ ii 399 - 

Lathyrns Apnaca, correlation i 
210; malformation 1 17S; 
seedling i 126, 211; stipule,, 
asymmetry i 125, function 
ii 366; temlril i 161; transi¬ 
tion-form of loaf i 161. 

Z, A. unifoliiUus^ malformation 
i i;S. 

Z. L lymatHtHy leaf-form ii 162 ; 
stipule arrested, meaning ii 

365- 

Z. htUrophyllnSy stipular out¬ 
growth ii 367, 

Z. latifolinsy stipular drip-tip ii 

567- 

Z. i\issoliay transition-form of 
leaf I 163. 

Z. CchrttSy transition-form of 
leaf, i 161. 


/, praUfisisy stipular appendage 
ii 366- 


Laurineae, pollen-sac, position 
ii 554 - 

Lavender, shoot, plagiotropous 
development li 459. 

Leaf, an abstract idea i 8; 
adaptation in Filicmeae ii 
346; adventitious, non-exist¬ 
ent ii 305 ; anatomic construc¬ 
tion ii 292; apical growth, of 
Filiccs, ii 317, of Filicineae ii 
310, 313,0! Musci ii 131, of 
Spermophyta, ii 310; apical 
segmentation in Musci ii 132; 
of a(}uatic Filiccs ii 348; 
arrest, of adult i 167, on assimi¬ 
lating shoot-axis ii 446; asym¬ 
metry 1115, of entire i tt6; basal 


growth ii 306; bifacial ii 293; 
bilateral ii 293, 328, profile- 
position ii 293; bipartite of 
llepaiicac ii 4I; branching, of 
Dicotyledoncs ii 329, forming 
false whorl ii 333, of (lymno- 
spcrmac ii 322, of Ophio- 
glossaccae ii 482, of Pterido- 
phyiaii 3 i6;change,of function 

i 9, of position ill VacK inittm 
Myrtillus i 94 ; of Char a 115; 
chlorcnchyma ii 293 ; crested 

ii 345 : configuration and rela¬ 
tionships of life ii 343; corre¬ 
lation, and form i 215, of 
growth i 209; cylindric ii 
293 ; develojJincnt ii 302, his¬ 
tory li 302-4, of l*tcridophyta 
ii 327, of Sperinophyta ii 321, 
and venation, ii 338; dimor¬ 
phism of Hakta tfi/urcata ii 
293 ; distinction from stem i 
16; distribution of growth in 
ii 306 ; divided submerged ii 
35S; dorsivcntralily ii 293; 
drip'lip ii 345: dual function 
ii 8, 3y8 ; earlier functioning 
parts appear earliest ii 305; 
cpipeltate ii 334 ; of epiphytic 
F ilices ii 330; of F ilices with 
unlimited growU» i 15; fore¬ 
runner-tip ii 308; free-living 
ii 235; growth limited i 13; 
growth-area and form ii 311 ; 
of Hepaticac ii 35, 38, 40; 
hypo(>eUate ii 334 ; inception 
of leaf-surface in Sj^ermophytn 
ii 311; insertion on dorsi- 
ventral lateral shoots i 93; in¬ 
terruptedly pinnate 1127; in¬ 
version ii 296: inverted struc¬ 
ture ii 296; lamella ii 144; 
monocotylous form in Dicoty- 
ledones ii 295; of Musci, 
simple and onbranched ii 
134; origin independent of 
vegetative point ii 233, 305; 
outgrowth as water-reservoir 
ii 58; peltate ii 333, long, 
stalked ii 335, short-stalks 
ii 334, biological relation¬ 
ships it 335; and phyllo- 
clade ii 430; plug-tip ii 309; 
position, in deciduous trees i 
96, mechanical hypothesis of 
174; profile-position of radial 

^ 93 > by torsion ii 

-95 > ptyxis and growth ii 
311 ; radial u 293, 295, 328, 
construction of, hosv brought 
about i 114; segmentation 
ofprimordialii 321 ; sequence 
from entire to divided in 
Monocotyledones ii327 ; size^ 
and correlation of growth i 
211, and venation ii 342; 
splitting ii 323; stalked and 
unstalked compared ii 301 ; 
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submerged divided ii 358; 
symmetry i 114. of construc¬ 
tion ii 293 ; terminal i 16, 41, 
» 3 ® 5 t 54 *; tuber ii 398; 
upper ii 321; vascular bun¬ 
dle ii 292, without vascular 
bundle ii 29a; water-absorb- 
“ 347 » 349 ; water-relation 
in Musci ii 143; wing, dorsal 

i 87* 

Leaf-apex>precedence ingrowth 

ii 309. 

Leaf-auricle, of Angiospermae 
ii 361; of Hepaticae ii 29, 58. 

Leaf*base, forming hypsophyll 
ii 394, kataphyll ii 386 ; func¬ 
tion ii 299; of Dicotyledones 
ii 299; of Monocotyledones ii 
298; of Spermophytaii 321. 

Leaf-borDe,bud i42,ii 241,431^ 
436; flower, falsely descrit^d 
ii 436; inflorescence ii 436; 
shoot ii 241, 435 ; sporangium 
becoming axis-borne ii 556. 

Leaf-bud and light i 232. 

Leaf-clirober ii 419, 593. 

Leaf-cushion, of Lycopodium i 
103 ; origin ii 306 ; of Coni- 
ferae ii 569. 

Leaf-cutting i 45, 46; differ* 
ences according to age i 46. 

Leaf-differentiation ii 298; of 
Musci ii 134. 

Leaf-form, in Australia ii 293; 
of Dicotyledones ii 329; in 
dwarf-conditions of Cniciferae 
i 259; in Europe ii 294; evolu¬ 
tion in Aroideae i *58; of 
Cymnospermae ii 322 ; modi¬ 
fied, on renovation-shoots i 
190; of Monocotyledones ii 
323 ; and nutrition ii 332; of 
Plcridophyta, ii 313 ; in rela¬ 
tion to shoot-axis of Cotyledon 
umbilicus \ 114, ii 336 ; series 
in Filicineae ii 320; signifi¬ 
cance in fan-palm ii 326; 
transitions i 10. 

Leaf-formation and light i 256. 

Leaf-hook ii 419. 

Leaf-lamina, branching ii 312. 

Leaf-nectary, ii 430. 

Leaf-organs, terminal 2 41, 

Leaf-prickle of Victoria regia 

i 264. 

Leaf-primordium, arrest pro¬ 
duces hypsophyll ii 393; 
division in Beuinccssa cerifera \ 

ii 393 ; growth, method ii | 
306; origin in embryonal 
tissue ii 305, in one cell in 
Filicineae ii 305, in ccll-groui) 
In most Pteridophyta ii 306, 
b cell-group in Spermophyta 
ii 306. 

Leaf-root ii 237. 

Leaf-sheath ii 298; and axillary 
structure ii 299; closed ii 


323; of Dicotyledones is 299; 
of Monocotyledones ii 298, 
323 ; of Spermophyta ii 321; 
storage-organ i 8, ii 398. 

Leaf-sp in die-climber ii 421. 

Leaf-stalk, correlation with la¬ 
mina ii 300; developed from 
leaf-lamina, ii 299; develop¬ 
ment, cause ii 300, and en¬ 
vironment ii 301 ; of Dicotyle¬ 
dones ii 300; function ii 299; 
of Monocotyledones ii 299; 
origin late in Spermophyta ii 
321; of Pteridophyta ii 324. 

Leaf<stalk-climber ii 421, 

Leaf-structure, in relation to 
environment in Pteridophyta ii 
347; and water inMusci,iii43. 

Leaf-structures, epidermal 
origin in Ephedra \ 17. 

Leaf-tendril i 161, it 419, 421. 

Leaf-tentacle ii 419. 

Leaf-thorn, ii 428; of CVrxand 
medium i 263, 

Leaf-tip, of Musci, development 
i 131, ii 306; precedence in 
growth ii 308. 

Leaf - transformation. See 
Transformation, Trans¬ 
formed. 

Leaf-transit! on forms. See 
Transition. 

Leaf-tuber ii 398. 

Leaf-vagina. See Leaf-sheath. 

Leaf-whorl, false ii 333,371. 

Leafless shoot, functions as root 
in Trichomanes membrasia* 
ceum ii 264; of limited growth 

1 20, ii 450. 

Leaflet, asymmetry i 124; of 
unequal size i 2 26. 

Leeytbidaceae, bypocotylar 
storage ii 259. 

Lecythisi bypocotylar storage ii 
260. 

Leersia, scutellum ii 415. 

Leguminosae, cladode ii 451 ; 
cotyledon, asymmetry ti 406; 
flower, dorsiveotral from the 
outset i 129 : fruit, colour and 
transpiration ii 571; inflo¬ 
rescence, unilateral 1136; leaf- 
arrest on assimilating shoot- 
axis ii 446; leaf, asymmetry i 

2 21 ; shoot as water-reservoir 
ii 45 a; stipel ii 380; stipular 
appendage ii 366; stipule, 
asymmetry i lai, 125, ine¬ 
quality in size ii 366 ; tendril, 
development ii 423. 

Leitgob, groups of Acrogynous 
and Anacrogynousjungerman* 
nieaeiiSo. 

Lejeunia, anchoring-disk ii 45; 
archegonium, solitary ii 88; 
auricle li 58; claler attached ^ 
to surface of capsule ii 100; 
gemma ii 51; pro-embryo i 


146, ii 108; regeneration ii 
52 ; resting-bud ii 44; spore, 
germination ii 108; sporo- 
gonium without elaterophore 
ii 100. 

L. {Cololejeunia) Goebelii,{Odon^ 
tolejeunia) mirahUis^ gemma 
ii 5 ^* 

Z. lumbricoides^ capillary water- 
chamber ii 58. 

Z. Aletzgeriopsis, juvenile form, 
retention i 146,11 113; male 
plant ii 109 ; gemma, limited 
growth i 142; rudimentary 
form ii 114. 

L.paradoxa^ water-sac ii 64. 

Z. serpyUifolia^ spore, germina¬ 
tion i 246, ii 108. 

Lemanea, juvenile form i 148; 
pro-embryo, i 148. 

Z €mbidiurn dendroideum , fla¬ 
gellum ii 43. 

Lemna^ free-living leaf i 26, ii 
235; root, hairless ii 269; 
vegetative body, development 
ii 236. 

Z. minor ^ growth of aquatic root 
in soil ii 267. 

Z. trisulcay growth of aquatic 
root in soil ii 267; segments of 
plant ii 236. 

Lemnaceae, free-living leaf ii 
235; juvenile form, retention 
ii 236; root-cap ii 267; vege¬ 
tative body, morphology ii 
235; vegetative point, absent 
i4i. 

Lentibularieae, flower, de¬ 
velopment ii 542, dorsiven¬ 
tral ii 542: gynaeceum, para- 
carpous ii 566; placenta- 
lion ii 566; rootless ii 265 ; 
transition, from root to leaf ii 
240, from leaf to shoot ii 236. 

Lenticel on root of Lnmnitzera 
ii 280. 

LeniinuSf abnormal sporophore 
in darkness i 258. 

Leonurus Cardiaca^ peloria i 190. 

Lepicolcat colour and environ¬ 
ment ii 78 ; flagellum ii 43. 

Z. cavifoliay flagellum ii 42. 

Z. ockroleucay thickened wall- 
membrane ii 7^* 

Lepidium sativum, succulence of 
leaf depending upon salt i 266. 

Lepidocarpon, sporangium, inte¬ 
gument ii 610. 

Lepidodendron^ sporangium, tra¬ 
beculae ii 597 * 

Lepidophyllum quadratigularet 
leaf, inverted structure ii 296. 

Lepidotia^ rudimentary forms ii 
115; shoot, cndogenetic ii 45 \ 
spore, germination ii iic. 

Z. bicruris, leafii 41. 

Ltpisnixum radicanSf dorsiven- 
trality of shoot, reversible i 23* • 
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lioptooporangiate Filicloeae, 
antheridiQm, free ii 177: 

archegODiuin, development ii 
184; embryo, orientation of 
organs ii 245; leaf, develop¬ 
ment ii 310; sporangia of 
different age, mixed h 496 ; 
sporongiom, opening ii 587, 
position ii 493, seam^cells ii 
588, stalked ii 574, stomium 
ii 588. 

LeptoaporsDgium ii 602, 

Leptoxylem.ii 157. 

Leucobryaceae, leaf-structure 
ii 145; waler^ceU, perforated 
ii 145. 

dvi'arf male plant 

ii 151. 

Z.^/attr«»/>xerophilousstruclure 
maintained in water ii 148. 

Ltttcodtfidrcn argentfum^ coty¬ 
ledon ii 403. 

L<ucoJum, leaf-sheath and axil¬ 
lary structure ii 399; seed- 
germination, time of ii 353. 

L. v^TfXum, root, duration of 
life ii 390, branching sup¬ 
pressed ii 374. 

Liane, I 159, ii 389, 419. 431, 
453»593i foliage, permanent 
retardation ii 454, temporary 
retardation ii 454; shoot, 
transformed radial U453. 

Liane-growth, tem(>cratc and 
tropical ii 453, 

XilcheoGB, foliose, usually dor* 
siventral i 71 ; fruticulose, 
usually radial, i 71; podetium, 
foDCtion i 73; symmetry and 
direction 171. 

L iemophora Jlahdla (a , col on y 

i 30. 

Z. raJicaus, co\ox\y i 30, 

liight, and anisophylly i 350; 
and apogamy i 339 ; and 
arrest of organs i 333 ; and 
branching of marine Algae i 
^ 37 ) of protonema i 234 ; and 
branch-system of Cupressincae 
i 330 ; and change of function 
t 355i ^nd chasmogamy i 345; 
and clcislogaray i 345 ; and 
colour, of flower ii 551, of fruc* 
tiheation in Sphaeriaccaei 258, 
of Hepaticae ii 77 ; and con¬ 
figuration, of Algae i 356, of 
Bryophyta i 234, of Fungi i 
257» of Hepaiicac ii 77, of 
plants i 337 ; and develop¬ 
mental stages i 338; and 
direction of shoots i yr ; 
directive influence i 337, 257 ; 
Md dorsiventral, inflorescence 
i 136, shoot i 330 ) and dorsi- 
ventrality i 337; and flattening, 
of aerial root ii 285, of organs 
i 345; and flower i 345, ii $51; 
and flower-formation i 343, 


Vdchting*s experiments i 344 ; 
and germ-plant,of Algaci238, 
of ilepaticac i 339, of Musci i 
34I ; and gonidium-fonnation 

i 257 ; and leaf-formation i 
256; and opening, and closing 
of flower i 245, of sporangium 

ii 575; and organs of dicoty- 
lous parasite i 257 ; and pla- 
giotro|>ous ^hoot of Musci i 
333; and polar differentiation 
i 239; and pro-embryo of 
lyatfachoifcrmum i 238 ; and 
prothallus of Pleridopbyia i 
34I : and protonema of Br>'o* 
phyta i 339 ; qualitative in¬ 
fluence i 238; and regejiera* 
tion of Algae i 337 ; and root- 
formation 1231; and seedling- 
plant of Spermophyta i 243; 
and size, of corolla ii 351, of 
flower ii 551: and sporangium 
of Pleridophyta 1 345 ; and 
spore'germination 1 229; and 
sporogonium of Musci i 236; 
and surface-increase of organs 

i 345 ; and unilateral inflo- 
rescence i 137; and zygo- 
morphy ii 533. 

Lignin in sporangial wall of 
I.^<cpodium ii 578. 

Ligulatae, systematic value ii 

Ligulato flower 1131. 

Ligule, ii 376 ; of Oramineaeii 

376. 418 ; of hocUs ii 360; of 
1 ‘almac ii 578, 418; of .SVAt- 
gifU'Ua ii 360; of Spiro*Ula it 
236; of Zingiberaceac ii 377. 

LigtiSirum. katapbyll ii 385; 
ovular development ii 623* 

Lilioceae, cotyledon, cpigeous 
green ii 409: leaf-lamina, 
differentiation ii 300; mega- 
sporocyte becomes embryo-sac 

ii 635. 

bulbil ii 369. 

Z. auratHmylamifoliutn^ flower 
becomes dorsiventral in de* 
velopment i 139. 

Z. KandidtoHy antagonism of 
vegetative propagation and 
seed-formation 145, 213; leaf, 
change of function i 8, ii 398; 
storage-leaf of bulb ii 398. 

Limitation of development of 
organs i 143; of organs i 14. 
Sec also Growth. 

Limnanthemumy leaf-borne 
flower falsely described ii 
436 - 

Z imnoph ila htUrophylla , fal sc 
leaf-whorl ii 333, 370; hetero- 
phylly ii 358. 

LifUfria, root-bud, exogcnetic ii 

377. 

Z. spuria, cleistogamy and light 
» 245 - 


Z. vu/garis, adventitious shoot, 
position ii 377. 

Linum, ovule, epithelium ii 638, 
haustorium ii 638. 

Li par is lets folia, ovule-forma¬ 
tion induced by stimulus of 
insect i 370, 

Liriodindrou, stipule, protective 
function ii 363. 

Z. tulip phyllotaxy i 95; 

stipule, protective function ii 

363- 

Linosma, ovule, ategminy ii 
619. 

LisUta cordala, tiansformation 
of root into shoot it 227. 

Littonia, leaf-tendril ii 428. 

Livia juncomm, malformation 
caused by i 195, 

Loasaceae, androccium ii 535. 

LoSslia, ovary syncaqjous ii 563 ; 
btaminal tube, concrescence i 
53 - 

Z. Lrtnus, flowering and rays 
of s^H’Ctrum i 244. 

Lolium, glume, suppression 
through loss of function i 58 ; 
hypsophyll, diviileil arrested 
ti 397 ; lil^nle, protective func¬ 
tion ii 378. 

L temuUntum, glume, suppres¬ 
sion i 57; hypsopbyl], divided 
“ 397 - 

Lonuntaria impttdica^ division 
of labour amongst shoots i 39, 

Long shoot and short shoot i 
35, ii 444; of Hc|>alicac ii 43; 
of Musci ii 119. 

l.OHutra^ leaf, double i 190, 
insertion 1 93; shoot, clorsi- 
ventral lateral i 93^ orthotro- 
pous or plagiolropous i 68. 

Z. Peridymenum, liane-growth 

» 453. 

LophocoUa^ archegonia in groups 
withperichactium ii8y; spore- 
germination ii no; water- 
reservoir ii 58. 

Z. huUnttUa, end ogenctic shoot it 
45 ; gemma li 50; regeneration 
ii 32. 

L. hitftophylla^ embryo ii 102. 

Z. fnuridxta, foliar water-reser¬ 
voir ii 58. 

Loranthaceae, embryo-sac em¬ 
bedded in torus ii 620; ovule, 
reiluction iibji, rudimentary 
ii 630. 

Lor an thus p^ntiindnis, sphaoro^ 
carpus ii 630, 

Lotus <cmiailatuSy a halophyte 

i 366; stipule ii 361. 

Loxsonia, sporangium, opening 

ii $88. 

Loxsomacoae, sporangia basi- 
petally developed ii 496. 

Lubbock, on lie of embryo in 
seed i 115, ii 406. 
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Lumnitzcroy Icnticel on root ii 
2S0. 

Luuulariay air-cavilies ii 75; 
gemma ii 49, and light i 22 7 ; 
sporogonium, opening ii 97. 

Z. vulgarisy dioecism ii 80. 

LupinuSy cotyledon, asymmetry i 
115; leaflet, unequally sized i 
128; root, movement in soil ii 
276. 

LuzulaJlavesanSyFcrsUriyfio^tx 
modified by attack of brand- 
fungus i 193. 

Lychnisy gynaeceum and placen- 
tation ii 564. 

Z. vespertina^ sex-change due to 
Ustilago anther arum i 193. 

Lycium barbarutn^ axis, radial i 

85. 

Lycopodioeae, anisopbylly i 
102 ; branching ii 432; cladode 
ii 448 ; development, homo- 
blast ic i 151; embryo, differen¬ 
tiation ii 244, polar dif¬ 
ferentiation ii 247; flower, 
podium ii 510, and vegetative 
shoot ii 509; gametophyte ii 
191 ; laminar growth, basi- 
plastic ii 312; phyllotaxy in 
dichotomous branching i 81 ; 
rootless ii 264; spennatozoid, 
biciliatc ii 172; sporangium, 
anest ii 510, bilateral ii 574, 
581, dorsiventral ii 581, open- 
ing ii 578, origin from leaf- 
organ ii 473, position ii 493, 
time of origin ii 504; sporo* 
ph>ll ii 503, and foliage-leaf 
alike in position and origin ii 
477, and wind-distribution of 
spore ii 474; tapetum, secrc' 
tion ii 596; transition from 
sporophyll to foliage-leaf ii 
510; tropo-sporophyll ii 510. 

Lycopodium y anthcridium, em¬ 
bedded ii 174, opening ii 276; 
cellulose in sporangial wall ii 
578 ; dorsiventrality and light 

i 104; embryo, position of 
organs ii 247; endogenetic 
first root ii 273; gemma, 
abjection ii 467 ; hclerophylly 

ii 346; leaf-cushion i 103; 
lignin in sporangial wall ii 
578 \ protocorm ii 231; pro- 
thallus, development ii 194, 
dorsiventral ii 193, radial ii 
191; shoot, hypogeous i 104; 
spcrmatozoid-structurc sim¬ 
plest ii 173; sporangium, 
mature ii 578, position ii 575, 
phyletic hypothesis of trans¬ 
formation ii 606, wall and 
deliiscence ii 579; stomium ii 
5791 symbiosis wUh fungi ii 
ai8 ; transformation of sporan¬ 
gium into sporophyll ii 606; 
‘ tubcrcule primairc ’ ii 194. 


L, a/pinuffiy antsophylly i 103. 

Z. annotinum, embryo, differen¬ 
tiation ii 244, position of 
organs ii 247 ; flower, apodial 
orthotropous erect ii 510; 
prothallus, saprophytic ii 193; 
sporangium, position ii 510; 
spore, discharge ii 580; sporo- 
genous cell-mass, nutrition 
ii 597 5 sporophyll differs from 
foliage-leaf ii 503. 

Z. carinaturn ypioXhdllus hliform 
ii 193. 

Z. earolinianumy flower, ortho- 
tropy ii 509. 

Z. umuum^ embryo, differen¬ 
tiation ii 244; gametophyte, 
primitive ii 583; prothallus, 
chlorophyllous ii 192, develop¬ 
ment ii 194, water-relation¬ 
ship ii 215; protocorm ii 231; 
sporangium, dehiscence ii 582; 
sporophyll,hypopeltate ii 503. 

Z. ChatnaeeyparissuSy anisophyl- 
ly and external factors i 253. 

Z« clavatumy not anisophyllous 

i 102; branching ii 432; em¬ 
bryo, differentiation ii 244, 
position of organs ii 247; 
flower, orthotropy ii 509; 
prothallus, development ii 
194, saprophytic ii 193 \ spo¬ 
rangium-wall, lignin ii 579; 
sporogenoQS cell-mass, nutri¬ 
tion ii 597; stomium ii 579. 

Z. comp/anatuntf anisopbylly i 
100, 103, caused by light 1 
252; prothallus, saprophytic 

ii 193; shoot, dorsiventral ii 
419, dorsiventral and (lower, 
radial ii 509, flattened and 
light i 249 ; symbiosis with 
fungi ii 219. 

Z. HippuriSy prothallus filiform 
ii 193. 

Z. inundaium^woX anisophyllous 

i 102; embryo, differentiation 

ii 244; flower, orthotropy 
ii 509; gametophyte, primitive 
ii 583; mucilage-formation ii 
503; a primitive type ii ^ 09 .f 
prothallus, chlorophyllous ii 
J92, development ii 194, water- 
relationships ii 215; protocorm 
ii 231 ; reproduction, capacity 
i 143 ; shoot, adventitious, of 
embryo-plant i 46; sporan¬ 
gium, dehiscence ii 582, dorsi¬ 
ventral ii 574> position, and 
leaf ii 582, wall and dehi¬ 
scence ii 579. 

L. linifolium, flower, podial or¬ 
thotropous and pendent ii 5*^» 
sporangium, position ii 5 *^* 

Z. luddulumy gemma ii 467. 

Z. nummulariaefolium^ prothal¬ 
lus, filiform ii 193 1 symbiosis 
with fungi ii 219. 


Z. Phlegmaria, flower, podial 
orthotropous pendent ii 510; 
prothallial gemma ii 214; 
prothallus ii 193; sporangium, 
position is 510. 

Z. rejtexzim, gemma ii 467. 

Z. salakense, prothallus, chloro¬ 
phyllous ii 192, development ii 
194; *lubcrculepnmaire*ii2i7. 

Z. SetagOy not anisophyllous i 
103; embryo, differentiation ii 
244; flower, apodial ortbo- 
tropous erect ii 510; gemma 
ii 467, 607; parapbyses on 
prothallus ii 193 ; propagative 
adventitious shoot on pro¬ 
thallus ii 213; prothallus, dor¬ 
siventral ii 193, saprophitic ii 
193; sporangium, position ii 
510; sporophyll and foliage- 
leaf alike ii 503, 509; transi¬ 
tion between sporophyll and 
foliage leaf ii 510. 

Z. climbing leaf ii 419; 

hook on leaf ii 346. 

Lygodieae, apical growth of 
leaf, prolonged ii 319. 

Lygodium, antheridium free, 
opening ii 177; climbing-organ 
ii 593 > indusium ii 497; pro¬ 
thallus apandvous ii 220; spo¬ 
rangium, and annulus ii 592, 
displacement ii 4941 mature 
ii 591; bporophyll, develop¬ 
ment ii 478. 

LJaponicum, archegonium,vire- 
scentiii87; leaf-climberii 593 : 
sporangium, position ii $ 93 * 

Z. microphyllupu Sporangium 
and opening ii 592. 

Z. palmatuniy leaf, dorsal row i 
91; stem, dorsiventrality i 91. 

Z. terminaUy prothallus, ter¬ 
minal meristem ii 205. 

Lysichitoft, antipodal cells, in¬ 
crease in number ii 637. 

Lythrum Salicariaf flower, nu¬ 
merical symmetry ii 538. 

M. 

Uacropodous embryo ii 260. 

Meurozamia Frasidy coral-like 
air-root ii 281. 

M. Miqueliy pinnule, basipetal 
development ii 3 ^^* . 

Madothecay spore-germination n 
108. 

Magnolia^ kataphyll ii 386; 
stipule, protective ii 3 ^ 3 - 

M. Campbelli, Umbrella, siipW, 
protective ii 386* . , 

M. fusea/a. kaUphyll, sUpular 

ii386. . 

Maize, inherited sterility 1 180. 
See also Zea Mais. 

Malathium, gynacccum and pla- 
centation ii 564. 

Male flower, See Flower. 
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Male gamelophylc. See Gojne- 
tephyte. 

Male prothaHui. Sec Micro- 
prothallus. 

Male sexual organ. Sec Aothe- 
ridium. 

Malformation, of archcgoinom 
ii 15 ; of bud i ijS; definition 
i 177 ; derangement of organs 
i 196; of fungi i 1S7 ; caused, 
by fungi i 192, ii 526, by in¬ 
sects i 178, 194, by over- 
nutrition i lyo, by under- 
nutrition i 191 ; etiology i 
184; experimentally evoked 
i 187; of flower i 177, 181, 
189, in Coniferae li 524; 
galls i 196; inherited i 1S5, 
190; of leaf i 191 ; yucstioQ of 
new formation in 1 196; of 
ovule i 180; of roots 1 191 ; 
significance i 177; of sexual 
organ of Tteridopliyta ii 1S7 ; 
spontaneous i 184. transmis¬ 
sible by^eed i 184 ; ol stamen 

i ]8o; of stern i 190 ; value in 
organography i 179, 

Malpighi, on leaf-development 

ii 3®^* 

Malpighlaceao, searcher-shoot 
ii 455 - 

Maiva, carpel, branching ii 537. 
vulgiiris^ flowering and light 

i 244. 

Malvaceae, carpel, branching 

ii 537 : chorisis of stamen ii 
536; flower, radial lateral i 
<33 I pollen-sac, reduction of 
number ii 554; stamen, basi- 
petal succession ii 541. 

Mammilla on leaf-surface of 
Musci ii 143. 

Ma m m ilia na mai'rotfuU , lea f- 
ncclary ii 430. 

Mammillarieae. concrescence 
of axillary shoot and axillant 
leaf ii 436; inflorescence, leaf- 
borne ii 436 ; transition from 
thorn to nectary ii 430. 

Man^i/era indua. polycmbr) ony 
ii 637. 

Mangrove, cmbr)*o, viviparous 
ii 255 \ pneuinatophore ii | 
278; root-system from chief 
root, suppressed ii 272. 

Mantle-leaf of J*latyc<riunt ii 

350. 

Moraotaceae, petaloid balf- 
stamcn ii 554; pollen-sac, 
arrest ii 554. 

Maraihntm, root-borne shoot ii 
228. 

iV. uiiUf root with shoot ii 227. 

MarcUtia^ synangium ii 586, 
sterilization ii 605. 

M, fraxinea^ synangium ii 586. 

Morattiaoeoe, antheridium,em¬ 
bedded ii 174, opening ii 176; 


arthegonium, development ii 
1S4; embryo, diflcrentialion 
ii 244; katapbyll of adventi¬ 
tious bu<i ii 350; leaf, develop¬ 
ment ii 315 ; leaf-stalk ii 314; 
leaf-structure ii 315; proihal- 
los ii 198; shoot, lateral, at 
apex of stem, suppressed ii 
431; sporangium, mature ii 
585, opening ii 5S7, position 
ii 493; sporophyll, and foliage- 
leaf alike in position and origin 
ii 477, the ordinary foliage- 
leaf ii 4S2; stem, tuberous ii 
431 ; stipularbud i 46; stipule 
ii 315, 363 ; synangium ii 585. 

Marigraviay juvenile form mis¬ 
taken foraroid i 159; juvenile 
state, result of adaptation i 170; 
liane 1 159. 

Marcgraviaceac. bract, tubular 
ii 33S; juvenile form, direction 
of growth i I43. 

Mardiafttia^ anthcridiophoreand 
archegoniophorc ii 85 ; apical 
cell ii 21 ; branching ii 21 ; 
breathing-pore in transpiration 
ii 74; cell-row, protective ii 
30; colour, violet of antheridial 
pit ii jo; dorsiventrality and 
light i 227; gemma i 227, ii 
49; germination of spore and 
gemma compared ii 112; re¬ 
generation i 4S; spore, tbin- 
wallcd ii 106. 

M, (hitiofoday scale with apical 
appendage ii 30. 

M. laffulhsa, scale and rbizoid ii 
3 ^- 

M. polyffiorpha^ air-cavities ii 
72; anthcridium and sperma- 
tozoid ii 9; female plant ii 
86; gemma, development i 227, 
ii 112; germ-disk,small ii 112; 
male plant ii 85; rhizoid, dis¬ 
tribution ii 32; symmetry* of 
gonophore ii 85. 

Marchantiaceae, air-cavities ii 
72; antberidiophore ii 84; 
anthcridium, development ii 
13, opening ii 11; archegonio- 
phore ii 84; colour and light 
ii 78; embryo-plant and light 
1 239; gravity, relationships ii 
76 ; involution of parts to resist 
drought ii 65; light and growth 
ii 77; mucilage cell ii 76; 
oil-body ii 79; reversion to 
juvenile form i 171 ; rhizoid, 
division of labour ii 46; scale, 
protective ii 29; shoot, form 
of etiolated i 249; spore- 
germination ii III ; sporogo- 
nium, development ii 97, 104, 
mature ii 96, opening 1197,con¬ 
tains spores and elaters ii 99; 
thallus, symmetry i 86, ii 19; 
water-storage tissue ii 76. 


Marginal, growth of leaf ofFili- 
cineae ii 313; ovule ii 558, of 
Cycadaccae ii 51 1 - 

Marine Algae, branching in 
relation to light i 237. 

Marsh-plant, endogenctic ad¬ 
ventitious root ii 273; leaf, 
arrest on assimilating shoot- 
axis ii 446; beteruphylly ii 
357» juvenile form i 164; 
riband-form of leaf in mono- 
col)lous ii 357. 

Maniliay antagonism between 
reproductive and vegetative 
organs i 213; dor:>ivcDlrality 
i 91; embryo and gravity i 
220; megasporc i 220, 11212; 
microspore ii iSo; radial leaf 

i 114; rhizoid of female pro- 
thallus ii 189; spore-distribu¬ 
tion ii 212; sporc-gcrmination 
in absence of light ii 190; 
sporocarp ii 491, outgrowth of 
sterile leaf ii 479 ; stem, creep¬ 
ing i 91. 

sporocarp ii 492. 

M. Drurnmondiy megaspore, 
germination ti 212. 

J/. pcly<arpat an aggregate 
species ii 479; sporocarp, 
development ii 492, marginal 
formation ii 479, origin ii 
479 * 

M. quadrifoUa^ effect of land 
ami water on formation of 
sporophyll ii 498; growth in 
land and in water ii 498. 

A/. subaiigulatOy specific value ii 

479 - 

V1/. r 12^/erra «ra, h y pog e ou s s poro • 
carp ii 493. 

Marsiliaceao, antheridium, de¬ 
velopment ii iSo; doisiventra- 
lity li 480; embryo, position 
of organs ii 247; gamclophytc, 
maleii 180; megasporangiuni, 
tetrad-form at ion ii C03; mega- 
spore, reduction in number ii 
626; microspore, germination 

ii ]8o; pinnule, unilateral 
formation ii 480; prothallus, 
female ii 212, limited develop¬ 
ment i 142, male ii iSo; 
sporangium, arrangement ii 
496, position ii 492, protected 
in pit ii 498, icducc*d not 
radial ii 374,sunk in sporocarp 
ii 474; Spore-distribution, not 
a function of sporangium ii 
573, in water ii 474, 575; 
sporocarp ii 474, development 
ii 490, hypogeous ii 493; 
sporophyll as new formation 
“ 477 . 479 - 

Massart on leaf-development ii 

305- 

Masaulae oi Azolla ii 218. 

J/ajr//t>^r>'nw,anisophyllyi 101; 
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enclogenetic shoot ii 45; in¬ 
volution. dorsiventral i 86; 
flagellum ii 43,useii 228; pro¬ 
file-position of leaf ii 135. 
tri/cbaium, anisophylly i 102. 

Material and form, Sachs’ hy¬ 
pothesis i 200. 

Matoniaceae, sporangium, dis¬ 
position ii 496. 

Maturity, terminal stage of a 
series i 9, ii 304. 

Maurandia, leaf-stalk-climber ii 
421. 

Mechanical, hypothesis of leaf- 
position i 74; stimulus and 
configuration of organs i 268. 

Midkci^o sativa^ pressure and 
development of inflorescence i 
158.^ 

MediniUa radicanSy root-tendril 
ii 287. 

Medium, and amphibious plants 
i 260; and aquatic plants i 
260; and Fungi i 266; and 
hair-points of Musci i 261 ; 
and halophily i 265; and leaf- 
succulence i 264; and organs 
i 259; and prickle-formation 

i 263; and resting states 1261; 
and thorn-formation i 263; 
and tuber-formation i 262. 

Mtgacarpacay flower-structure 
and pollination ii 547. 

Megaprothallus, of Angio- 
spermae ii 636; of Coniferae 
developed after pollination ii 
624; of Gymnospermae ii629; 
of Ileterosporous Filicineac i 
220, ii 211 ; of IsciUs ii 212; 
of Sclaginella ii 194. 

Megasorus of AzoUa ii 488. 

Megaaporangium, of Calamo^ 
stachys Casheaua ii 602; of 
hocUSy development ii 603; 
ofPtcridophytaii 578,develop¬ 
ment ii 602; o{ Selagitulta\\ 
580, development ii 508, 603, 
disposition ii 508. See also 
Ovule. 

Megaepore, of Heterosporous 
Filicineae, germination i 220 ; 

ii 211 ; of IsoeUSy differentia¬ 
tion ii 628: ejection in Selagi- 
nelleac ii 509. See also Em- 
bryo-aac* 

Megaaporocyte, and microspo- 
roc) te of A ngiosperm ae, homo¬ 
logy ii 625; of Conifcrac ii 
628; becomes embr)’o-sac in 
Lilinccaeii625; tetrad-division 
in Spermophyta ii 625. 

Megasporophyll, of Hclero- 
sporous Filicineae ii 4B7; of 
Selagindla ii 471. See also 
Carpel. 

MtlaUuca micromeray reversion- 
phenomena i 167; reversion- 
shoot i 172. 


MdampyrttfUy inflorescence, uni¬ 
lateral i 136, 

A/.cotyledon, persistent 
11403; inflorescence, unilateral 

i 137. 

M. sy/vaficum, inflorescence, uni¬ 
lateral i 137. 

Melatidriu m a Ifnt m , rn brtnn , 
flower and light i 243. 

, an i soph y 11 y, h a b i • 

tual i 111. 

MtliavthtiSy stipule, axillary ii 
372 - 

Milica (iliatay ytutaniy leaf-in¬ 
version, explained it 297. 

MclocactuSy adult feature i 174. 

Mcloiiomm bancanum, searcher- 
shoot ii 454. 

Mcnispermum canadtmty acces¬ 
sory axillary bod ii 434. 

MenyautheSy ovule, epithelium 

ii 638. 

A/, trifoliatay root, cblorophyl- 
lous ii 2S0; hairless ii 269. 

Merckliu on leaf-development 

ii 303. 

Mcrciirialis pcrtnnUy transition 
between cpigeous and hypo- 
geous cotyledon ii 403. 

Meristem, apical and lateral, 
phyletic relationship in pro- 
thallus ii 205. 

Myrmccodiay thorn-root ii 288. 

Mesemhryanthemum , transform¬ 
ation of stamen into petal ii 

551- 

Mesocotyl of Cyperaceae ii 412. 

Mesopodium ii 304. 

MclaUsia, leaf-inversion by tor¬ 
sion ii 296. 

Metamorphosis, doctrine i 5; 
is ontogenetic i it- 

Metzgeriay apical cell ii 21; 
branching ii 21; ejection of 
spore ii 101; gemma ii 49; 
mucilage-papilla ii 28; reten¬ 
tion of water ii 55; sj>ore- 
germination ii 107; sporogo- 
nium with elaterophore ii 101; 
thallus, winged ii 20; ventral 
shoot bearing sexual organs ii 
82. 

M, ausiraliSy pcrichaetium ii 83. 

M. conjugatay gemma ii 49. 

y)/. furcatQy adventitious shoot as 
gemma ii 49 ; perianth absent 
ii 82 ; oil-bodies absent ii 79; 
regeneration ii 52; vegetative 
point ii 20, 23. 

M. pubescensy oil-bodies absent 
ii 79; water-retention ii 55. 

M, saccaia, water-sac ii 56. 

Microprothallus, of Angio- 
spermae ii 614; of Gymno¬ 
spermae ii 612; of Hctcro- 
sporous Filicineae ii 180, 182; 
of/s^lcsii 181 ; oiSe/agiMe/la 
ii 182. 


Micropyle, function ii 615. 

Microsorus of Azol/a ii 488. 

Microsporangium, of Calamo^ 
stachys Casheana ii 602; of 
Heterosporous Pteridophyta ii 
487,602; of SelagintUa ii 580, 
development ii 600, See also 
Pollen-sac. 

Microspore, of Heterosporous 
Pteridophyta, germination ii 
180; ofSalviniaceae, distribu¬ 
tion ii 218. See also Follen- 

! grain. 

Microsporophyll, of Hetero¬ 
sporous Filicineae ii 487. See 
also Stamen. 

Mimosa sensiciva, leaflet, asym¬ 
metry i 124, unequally-sized 

i 126. 

Mimoseae, flower, arrangement 
of parts ii 531; leaf, acropetal 
branching ii 330. 

Mimulus Tilingiiy flower and 
light i 245. 

MirabiUs JalapOy root, chloro- 
phyllous ii 280. 

MistUioty embryo.reduced ii 254. 

Mites cause Erineum-galls i 196. 

Mniaceae, spore, shedding ii 

165. 

Mniumy antheridium, opening ii 
ti; parapbyses ii 131. 

A/, hornuniy sporogonium ii 161; 
capsule, wall ii 162. 

M, tniduiatuniy anisophylly i 
100; archcgonial group ii 152; 
archegonium, development ii 
17: scale-leaf ii 134; shoot, 
radialandplagiotropousii 132;. 
vegetative shoot plagiolropous, 
propagative shoot orthotro- 
pous i 69. 

Modification, of flower by over- 
nutrition i 190, by starvation 1 
291 ; of host by parasitic 
Fungi 1192; of sex by external 
conditions i 291. 

Morkiay mucilage-papilla ii 28; 
perichactium ii 83. 

Mchria, annulus and mature spor¬ 
angium ii 591; anthcridium 
free, opening ii 177 ; prolhal- 
lus, lateral meristem ii 205 ; 
sporangium, displacemeiit ii 
494; sporophyll and foliage- 
leaf alike ii 478. 

M, caffrornmy prothallus, apan- 
drous ii 220 j sporangium ii 
588. 

MotHordicdy tendril, morphology 

ii 425* 

M. bahaminay tendril, develop- 
ment ii 423; transilion from 
prophyll to tendril 11 426. 

MoDorgic, and polyergic cells 
of Siphonocladiaceae i 24; 
organization of CMamydomo* 
nos i 27; plant-body i 245 
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plants i 33 ; spherical body of Hal gemma Maaac&ao, venation and leaf* 

Eronoiphacra \ 65 ; transition ii ^14. j’rowlh ii 342. 

to pol)cfgic forms i 24, Monomorous.pynacceumii 558; Muscxxri botryouics^ flag*nower 

Monocarpic, gamclophyte of ovary of nr>'adeae ii 559. ii 57 ** 

Ptericiophyta li 1S9. MoncfhylUay coiyUdon, persis* .!/• <omosum^ flag-apparatus, 

MonocUa^ antheridiiim, develop- tent 404. correlation of growth i 

ment ii 13; rhizoid, division Monopodial leaf-branching of Musci, acrandrous, more primi* 
of labour ii 46 ; sexual organs, Dicotyledones ii 330. live li 149 ; acrocarpous, more 

disposition ii 80; vegetative Mouoiropa, embryo, reduced ii primitive ii J49; adaptation, 

point, mucilage protection of 254; root, free-living ii 234. vegetative ii 141 ; all acrogy- 

n hairless ii 269. nous ii 149 ; anisophylly i 100 ; 

Mdilatatay rhizoid ii 46 ; sexual MousUra, juvenile form i 137. annulus of capsule ii 160, 

organs ii 12. N- d'/iciosa, dor>iventraUly i 90; function ii 161; antheridial 

MoDOCOtyledonea, antipodal leaf, perforated ii 325; shoot, groups ii 151; anlheridium 

cells, increase in numl^r ii bilateral with distichous phyl- ii 9 » 149. varying origin i 18; 

637; assimilating axis a trans- lotaxy i 90. apophysis li 138, organ of 

formed intlorescencc-axis ii Moostroslty, Darwin's <icrini- asAimilation ii 139; arche- 

447; cladodc ii 449; cot)le- lion i 178. gonial groups ii 131 ; arche- 

don, ditTerentiation ii 408, epi- Moquin-Tandon on dedouble- gonium ii 14, 149; arche- 

geousii 409, hypogeous li 410, ment ii 333; definition of ano- sporium ii 135, Coi, sieriliza- 

sheath ii 40S, 410, terminal I inalyii7$. tion ii O06 ; branching not 

16; embryo, differentiation ii thorn-root ii aS8. axillary ii 131; calyptra ii 

245, retarded ii 230, vegetative Morphological, categories of 132; caster formed by |>eri« 
point absent ii 243, storage of organs i 13; importance of stome ii 164; cleistocarpous 

food ii 260; exalbuminy ii arrested organs i 60. ii 160; colour m sexual 

402, 40S; exstipulate ii 363; Morphology, and physiology, organs ii 531; columellat 

flower, ancmophilous ii 547: relation i 4; definition i 3; function ii 137; dioecism ii 

germination, viviparous ii 236; first based on the study of 130; embryo, *foot,' ii 157, 

growth, intercalary predomi- higher plants i 13; Goethe's haustoriom U 137, structure 

nant ii 298, 323; book-leaf ii definition i 3; idealistic i $; and development ii 134; 

420; hypsophyll, hypothesis Sachs' deflniiion i 4. gamelophyte and that of Kili- 

regarding evolution ii 396 ; Moss-capsule, ampithecium ii cineae ii 208 ; germ-plant and 
inflorescence, unilateral i 136; 153; archesporium ii 155; Hght i 24I; hair ii 138; 

kataphyll ii 389; lamina con- endothccium ii 153. hair-points ii 149, and medium 

volute in bud ii 309 ; laminar Moss-plant, configuration ii 131. i 261: hypsophyll ii 133; 

growth, basal ii 324, basi- Mose-stem, apical cell, three- laminar growth, basiplastic ii 

plastic ii 312; leaf, apex, sided ii 131, two-sided ii 131. 312; leaf, adaptation ii 233, 

precedence in growth of ii 309, Mucilage, round embry o of apical cell two-sided ii 131, 
arrest in assimilating shoot- Musci ii 154; o( Lycopodium function ii 134, on radial shoot 

axesii 447, base ii 298, bilateral inundatum ii 503; gland on ii 134, simple unbranched ii 

11328,development 11323,dor- ochrea ii 374; hair of He- 134, tip, development ii 306 : 

siventral ii 323, hinge-cell ii paticae ii 27. of Musci ii 138; mucilage ii 27, 76, around 

324, inver^sion by torsion ii 298. and o|iening of anthcridium embryo ii 154; older than 

peltate ii 329. profile-position of Hryophyla ii 11; papilla Hepaticae iiS: paraphylliumii 

ii 328, radial ii 32S, reduction, of llcpaticae ii 28, 60; pit of 146; paraphyses ii 131 ; peri- 

factors causing ii 447. sequence Azolla ii 348; secretion of chaetial leaf ii 152; peristome 

from entire to divided ii 327, Hepaiicae ii 27, 76; slit of ii 161; phyllolaxy i 78, ii 

sheath ii 29S, stalk, rare ii 299, Hepaticaeii 27 ; stipule secret- 131; propagation asexual ii 

terminal i 16; megaspore, ab- ing ii 3S1. 139; propagative capacity, 

sorption of ovular cells ii 637 ; J/irw, regeneration of germ-tube great i 47 ; protonema, and 

megasporocyle, tetrad-divibion {49. light i 234, and correlation i 

ii 625; microsporc, reduc- M- Mucedo^ germination of zygo- 58, long shoot and short shoot 
tion iti number ii 626; ovule, spore in varying nutrition i ii 119, precedes bud-formation 

ategminy ii 618, bitegminy ii 266. 148; radial and dorsivenlral 

617; phylloclade ii 449; pro- M. racemosuty growth of myce- iiiS; r^cneralion ii 52, from 
phyll, concrescence ii 382,posi- Hum, limited i 14a; nutrition severed leaf i 30; relationship 

lion ii 382; prop-root ii 277 ; and form i 267. to light ii 149; retention of 

proloconnii 232 ; root, branch- J/. rhizoid developed water ii 143; rhizoid ii 43, 

ing, suppressed ii 274, lateral through contact-stimuli i 269. segmented ii 216, strand U 

originii274.systemii 272;root- MuhUnbickia platydadosy cla- 120; schizocarpous ii 160; 
less ii 265; stipule, axillary dode li 432. seta ii J6t ; sexual organs ii 

375 * tendril ii 428; thorn- A/ui^edium macropAy/lum, tran- 9, 14, 149 ; silver-glance i 

root ii 388; trausfonnatiou of sition from foliage-leaf to 261, ii 148; shoot, dorsi- 

root into shoot ii 227; vena- hypsophyll ii 391, ventral ii 138, plagioiropous, 

lion 11 339, striate ii 338 j fruit, correlation of growth and light i 232, radial ii 132 * 

wind-pollination ii 547. 1212; leaf-form ii 327, split- spermatozoid, distribution un- 

M^oeclsm and dioecism of ling by wind ii 326; venation known ii 132 ; spore,distribu- 

Hepaticae 11 80. ii 340. lion ii 160, germination U 116; 
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spore-sac ii 156; sporogonium 
ii 152, and stomata li 159; 
stegocarpous ii 160; uni* 
fonnity of vegetative body ii 
7 ; water-absorption ii 142. 

Mussaenda^ calycineflag-appara¬ 
tus i 130; flower, unessential 
zygomorphy i 130. 

Slycorrhiza ii 289. 

Myoporum serralnm^ ovule, epi¬ 
thelium ii 639, bauslorium ii 

639* 

Myosoiis alpestrisy inheritance of 
malformation i 186. 

M. pahutris^ size of corolla and 
light ii 551. 

Myosurus^ ovary, development ii 
560; ovule, reduction in ovary 
ii 560. 

Myricphyllurn^ bitcgminy ii 618; 
leaf • branching, basi|)etal ii 
330; reaction of organs to 
external stimuli i 218; reversion 
and its cause i 174: storage- 
leaf ii 398; winter-bud i 174, 
218, ii 398. 

Myristica fragram, apical 
growth of cotyledonary lobes 
it 407; cotyledon, lobed ii 
407 ; endosperm, ruminate ii 

Myrmecoiiia echinata^ transfor¬ 
mation of root i 12. 

Myrtaceae, androecium ii 533. 

Mjxomycetes, organization i 
23; polyergic i 23; reaction 
0^ plasmodium to external 
stimuli i 21S; sclerotiumi 262. 

Myxopyrum nervosum^ searcher- 
shoot ii 454. 


N. 


Nageli on leaf-development it 
303; on origin of sporophyte 
of Plcridophyta ii 605; phy- 
tome i 21. 

Najas, flower-leaf, terminal ii 

541- 

Nanism i 259. 

Nntiomitrium^ antheridium, de¬ 
velopment ii 13; archegonial 
venter ii 153; capsule, de¬ 
velopment ii 155; columella 
li 157 ; embryo ii 14; sporo- 
gonium, opening ii 160. 

N Unerttm^ sporogonium ii 155, 


157- 

Narcissus^ leaf-sheath and axil¬ 
lary structure ii 299. 

N po<(uus^ bulb ii 299. 

Nassovia^ thorn-plant of Andes 
i 264. 

Nasturtium laautre, leaf-cut¬ 
ting i 46. 

N effidnaU, sylvestre, root, 
cxogcnetic ii 273. 

Neck-canal-cells of archego- 
nium ii 14,184. 


Nickera^ leaf-undulation retains 
water ii 143. 

Neckeraceae, leaf-base, out¬ 
growth retains water ii 143. 

Nectary, leaf ii 430; of AV/*- 
borus ii 560; petaline ii 550, 
S 5 t; staminal ii 549, 550; 
stipular ii 381. 

Negative chorisis ii 533, 540. 

Nditmbium^ foliage-leaf, peltate 
ii 335; leaf, primary, peltate 
ii 336, radial i 114. 

Nsmatus Caprea^^ forming galls 

i 200. 

Ntottia^ root, hairless ii 269. 

N.Nidus^avis, endogenetic slcm- 
rool ii 273 ; transformation of 
root into shoot ii 227. 

Aepentbss, leaf, tubular ii 338, 
tendril it 428; transition from 
leaf to climbing organ i i6i» 

A^ephrplepis, leaf, periodic apical 
growth ii 318. 

N. fxaltaia^ leaf, development 
3 * 7 > periodic apical growth 

ii 318. 

N<dum OUandtr^ flower, double 
» 537 - 

Nest-leaf oi Polypodium ii 350. 

Neat*root of epiphytes ii 283. 

New formation, integument of 
ovule as, ii 616; in flower, 
free central placenta as ii 
567 ; in malformation i 196 ; 
sporophyll in Pteridopbyta as 
ii 477 - 

New formation of organs, from 
wound-callus i 44; in regenera¬ 
tion i 44. 

Nidularium spUfuUns^ transi¬ 
tion of foliage-leaf to bypso- 
phyll i 10, ii 551. 

NigeUadamascoua^ flower, varia¬ 
tion in numerical symmetry ii 
583 - 

Nodes and intemodes, of Cbara 
i 35 ; of axis i 35 * 

Nolana atriplid/olia^ cotyledon 
as assimilation-organ ii 402. 

jVorantea giiianensis^ juvenile 
form, absent t 159. 

A^osioc symbiotic, with Antho- 
ceros ii 78, with Blasia ii 78. 

Notospartium^ shoot as water- 
reservoir ii 452. 

Notothylas^ sporogonium ii 95. 

sporogonium ii 96. 

Nourishing root of climbing 
plants ii 286, 288. 

Nucellar tissue, adventitious 
embryo formed from ii 637. 

Nucellus ii 573, 614, 622; 
development in large ovules ii 
6 y ; stimulation affecting 
development in ii 622* 

Numerical relationships of 
flowers, factors determining ii 

537 * 


Nuphar^ juvenile form i i6a; 
root, lateral, origin ii 273. 

N. luttiim^ dorsivcntrality i 85, 
and light i 231; juvenile form, 
I 165. 

Nutrition, and configuration of 
Fungi, i 266; effect on an¬ 
droecium of Rosaceae ii 538 ; 
and malformation i 187, ii 
19®, 191; and prothallus of 
EquisetXim ii 195 j of spore of 
Coniferac ii 628; of spores in 
sporogonium of Hepaticae ii 
97 ; of sporogenous cell-mass, 
Lycopodium ii 597, of pollen- 
sac of Angiospermae ii 597. 

Nutritive, cell in sporogonium 
of Hepaticae ii 97; function 
of integument of ovule ii 615; 
tissue, chalazal ii 640, funicu¬ 
lar ii 640. 

Nymphaea rubra, juvenile form 

i 165. 

Nymphacaccat, juvenile form i 
164: petal a transformed sta¬ 
men ii 551. 

O. 

Oak, Cynips rosae upon i 198. 

Obligate torsion i 186. 

ObliQue, dorsiventral flower i 
128; plane of symmetry of 
flower i 128; wall in rhizoid 
of Musci ii 117. 

Oebrea ii 373. 

Oodipodium, protonema, special 
organs of assimilation ii 121. 

Oedadadium, protonema, shoot 
and light i 256. 

Otdogonium, juvenile form ab¬ 
sent i 148. 

OeuauthcJisttdosa, leaf, cylindric 
by reduction ii 295. 

Otnont Uptophylla, root, doni- 
ventral ii 281. 

Oenothera, cotyledon, transiently 
arrested foliage-leaf i 145; 
flower, suppression of upper i 

58. 

O. hiexinu, inflorescence, com¬ 
pensation of growth i 208. 

0 . bis tort a, mac rant ha, stricta, 
cotyledon, iutercalary growth 

ii 404. 

0 . glauca,pumila, rosea^ cotyle¬ 
don ii 404. 

Oil-body of Marchanticae ii 79« 

Olacineae, ovule, ategminy ii 
619. 

Olax, ovule ategminy ii 619. 

Oleaceae, ovular development 
ii623 ; twig-thom ii 456. 

Ona^rarieae, cotyledon, post- 
embryonal development ii 404; 
petaline primordium, branch¬ 
ing ii 536; sporogenous 
tissue, sterile cells ii 597 » 
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steriluatioD in pollcn-sac ii 

555.597- 

Ono<Ua s<nstbt!ts, apospory m 
viresccnt sporophyll ii 609. 

( 7 . Struthiof'Uris, apospory ii 
609 ; artihcial modification of 
transmission of organs in; 
correlation ami con^guration 
of sporophyll \ 216; develop¬ 
ment of sporophyll into foliage- 
leaf ii 475 ; kataphyll ii 350 ; 
leaf, succession ii 511; pro* 
thallus, apandrous ii 220; 
sporangium, arrest ii 510; 
sporophyll ii 4S6, and wind- 
distribution of spores ii 474 ; 
transition from foliage-leaf to 
kataphyll ii 350. 

juvenile form i 155. 

0. A'a/ri>, juvenile form i 155, 

O,s/inosa, shoot-thorn ii 452. 

Ope&iQ^i of antheridium of 
Bryophyta ii 10; of embedded 
antheridium of Pteridophyta 
ii 174; of free antheridium of 
Pleridophyta ii J77 ; of arche- 
gonium of Bryophyta ii 15, 
of Ptcridonhyia ii 183; cap 
of antbenuium of Bryophyta 
ii to; cells of sporangium ii 
577, 600, 610, 6n ; and clos¬ 
ing of /lower in relation to 
light i 245; of poltcn-sac of 
Angiospermac 11 600, 611» 
of Gymnospermac ii 610 ; of 
sporangium ii 509, 575, 577- 
95, 60c, 610, of Eu- 

sporangiate Filicineac ii 584, 
ofEquisetincae ii 38$, of Lep- 
tosporangiate Filicineac ii 
587, in relation to light ii 575, 
of Lycopodineae ii $78; of 
sporogonium ii 95, 160. 

Ophioglossaceae, antheridium, 
embedded ii 174. opening ii 
176; exstipulate ii 365; leaf, 
branching in one plane ii 482 ; 
prothallus, bypogeous ii 198, 
saprophytic ii 298; sporan¬ 
gium, bilateral ii 574,position, 
“ 493 » protected by ptyxis of 
sporophyll ii 496 ; sporophyll, 
dorsiventral ii 482, as new 
formation ii 477, 481, posi¬ 
tion u6o6 ; symbiosis of pro- 
thallus with Fungi ii 198, 218. 

0/hicglossum, proihallus, sym¬ 
biotic ii 198; ptyxis, circinate 
absent ii 321; regeneration i 
46; root, branching suppressed 
ii 274; root-borne bud i 46, 
U43t; sporangium ii 584,626, 
dehiscence ii 585, embedded 
“ 574 » position ii 494; 
sporogenous tissue, sterile 
cells ii 597; sporophyll ii 
482; stem-apex, suppression of 
lateral shoot ii 431. 


0. f atmatum^ sporophyll, mar¬ 
ginal and surface formation ii 
481. 

0, ptduuctihsum^ protballus ii 
198, radial ii 191, saprophytic 
ii 193; sporangium embedded 
ii 574; sterilized sporogenous 
cells, absent ii 597. 

O. root-bomo shoot ii 

228. 

OphryiUae^ root, branching sup¬ 
pressed ii 274; root-tuber ii 
289. 

OptifUia^ flattening of shoot-axis 
ii 44$, and light i 247 ; gravity 
an<l shoot 1 221 ; transition 
from thorn to nectary it 430. 

0. arborfsetns^ leaf-thorn ii 429 ; 
papillose surface and light i 
248. 

0* brasilunsii^ gravity and chief 
and lateral shoots i 226. 

0* Ficus-indiciiy gravity and 
shoot i 221; polyembryony ii 

637- 

0. Uu<otri<ha^ flattening of shoot 
and light i 247, 

Orebideae, assimilation-root ii 
284; difference between flower 
and vegetative shoot ii 528 ; 
embryo incomplete at germi¬ 
nation ii 253; epiphytic ger¬ 
mination ii 232: flag-flower ii 
571 ; flattening of aerial root i 
92 : flower-structure and polli¬ 
nation ii 547; nest-root ii 283 
pollen-sac, confluence H 554 ; 
root, aeration-striae ii 285, 
chlorophyllous aerial i 346, 
deni ventral aerial i 246, dorsi¬ 
ventral and light i 246 : proto- 
corm ii 232; seed, small 11631; 
stimulus of pollen-tube induc¬ 
ing formation of ovule i 269, 
ii 623; reaction of aerial root 
to external stimuli 1217; sus- 
pensor-haustoriiim ii 642; 
velamen ti 383. 

Orchis, axillary branching ii 433. 

0. masculay axillary branching ii 
433 - 

Organs, of amphibious plants i 
260; of aquatic plants i 260 ; 
bisymmetric i 06; changed 
form through reciprocal pres¬ 
sure i 77 ; at different stages 
of development i 141 idifferen- 
tiation in Spermophyta i 13; 
dorsiventral i 67; formation 
and adaptation i 21, ii i; 
formed in absence of light i 
257; of limited growth have 
mid-portion best nourished ii 
511 : malformed and their 
significance i 177; new forma¬ 
tion of i 44; nonnal formation 
at vegetative point i 41; of 
plants, nature of i 5; positioo, 


on radial axes i 73, in em¬ 
bryo ii 243 ; progressive serial 
succession i 33 ; of propaga¬ 
tion of Spermophyta ii 573; 
protean ii 240; radial i 66; 
symmetry i 65. 

Organography and formal mor¬ 
phology i 4. 

Origin of dorsiventral flower ii 
543; of embryo-sac ij 632 ; of 
kataphyll ii 384; of lateral 
root ii 273 ; of megaspore ii 
632 \ of peltate hair ii 336 ; of 
root on shoot ii 274 ; of scale 
of llepaticae ii 34. 

Ornithogaluniy differentiation of 
archesporium in pollen-sac ii 
600. 

Orobancbaceao, haustorium ii 
224; organ-format ion in ab¬ 
sence of light i 257. 

OrcbanchCy embryo, reduced ii 
254; germination i 205 ; hau¬ 
storium ii 324. 

0 . pamcsCy root, hairless ii 369. 

OrobtiSy stipule, asymmetry 1123. 

Or(hotrichumy calyplra, hairs ii 
tja; s|>orogonium, radial 1 
230; spore, shedding ii 163. 

0, callistomunty spore, shedding 
ii 164. 

C>. gymnostomumy peristome ab¬ 
sent, a reduction ii 162. 

Orthotropy and bilateral organs 

i 68; of Calobryaceae ii 18, 
39 ; definition i 67 j of flower 
of Lycopodineae ii 509; of 
ovule ii0i7 ; and plagiotropy, 
transitions i 68, ii 457, 459; 
of radial shoot 11442 ; of sexual 
shoots of Ilepaticac it 41 ; of 
chief shoots i 93, 214; of shoot 
and conditions of life ii 459. 

Oryzay ligule closing terminal 
bud ii 377 ; scutelluro ii 415. 

0. sativesy embryo ii 417 ; ligular 
sickle ii 375 ; li^le ii 376. 

OsmundCy antheridium, develop¬ 
ment ti 179; archegonium, 
malformed ii 188; kataphyll 

ii 350; leaf-stalk ii 314; pro- 
thallus ii 199, branching ii 
200, hairs absent ii 199, 
perennating ii 189, reversion 
ii 205; sporangium, position ii 
493 ; vegetative propagation 
of old protballus i 49. 

O.cinnamcmcay kataphyll ii 350. 

0. rcgalisy kataphyll ii 350 ; 
regeneration i 49; sporangium 
and annulus ii 588, xqo, 502 : 
sporophyll ii 486. 

Oamundacoae, annulus ii 590 ; 
antheridium free, opening ii 
177; leaf, development ii 
and environment 
“ 347 ; placenta, absent ii 472 ; 
sporan^um, disposition 11496, 
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dorsiventral ii 574, opening 
588; sporophyll and foliage- 
leaf alike in position and 
origin ii 477 ; transition from 
eu sporangium to lep to sporan¬ 
gium ii 602. 

Ottoa^ leaf cylindric ii 295, 

OuviranJra, leaf, biological re¬ 
lationships ii 345. 

Ovary, bilocular ii 562, 563; 
biovular ii 560; development 
ii 559 ; formation ii 555 : in¬ 
ferior ii 567 ; monocarpellary 
ii 559; monoroerous ii 559; 
plurilocular ii 563; plurio- 
vular ii 360; superior ii 559 ; 
unilocular ii 565; uniovular ii 
560. 

Ovular development after polli¬ 
nation in Angiospermae i 

269, ii 623. 

Ovule, acrogamous entrance of 
pollen-tube ii 615; anatropy 
ii 631 ; of Angiospermae ii 
527,614, archesporium ii 601, 
632, development ii 631 ; 
apotropy ii 631; ategminy ii 
61S; atropy ii 631; axillary 
ii 561 ; basigamous entrance 
of pollen-tube ii 615; basi* 
petal succession ii 542 ; bi- 
tegminy ii 617, 628 ; concres- 
cent with ovary ii 620; of 
Coniferae ii 519, development 
ii 628 : of Cycadaceae ii 511, 
616, development ii 626, foliar 
origin ii 555, primitive charac¬ 
ter ii 626; development ii 
625; epithelium ii 631, 637; 
cpitropy ii 631; funicle ii 
614; of Ginkgoaceae ii 519; 
of Gnetaceac ii 6a8; of Gym- 
Qospermae ii 5ii» 626; hau- 
storium ii 631 ; integument ii 

614, 616, nutritive function ii 

615, three in Gnetum ii 629 ; 
marginal ii 558 ; nucellus ii 
622; nutritive tissue ii 640; 
orlhotropy ii 617 ; of parasites 
ii 618; phyllody i 181; 
rudimentary construction ii 
620; of saprophytes ii 618; 
sterilization ii 632; structure 
in relation to perfect seed ii 
631 ; *a sporangium ii 573; 
tapetum ii 638 ; on under side 
of carpel ii 558. 

Oxalideae, gynacceum and pla- 
centation ii 563, 

0 :fa/is, gynaeceum, superior 
syncarpous ii 563; placenta- 
tion ii 564. septal ii 563 ; root, 
dimorphism ii 272. 

0 , (UganSy root, shortening ii 

270. 

0 * ruscifolia^ phyllodiura ii 354. 

0. sirictay gynaeceum and pla- 
centation ii 563. 


0^ tetraphyllay root, fleshy ii 289. 

Oxymitray air-cavities ii 72; 
sporogonium, internal differen¬ 
tiation ii 97* 

0. pyra7mda(ay oil-bodies absent 
ii 79; scales at vegetative 
point ii 30. 

P 

Pa^onia arberesetusy archespo- 
rium, pluricellular ii 633. 

Paliurm australis^ thorn-stipule 

ii 3S1. 

Fabnae, branching, latent capa¬ 
city ii 431; breathing-root in 
moist soil ii 278; climbing 
hook ii 421: leaf, lamina split¬ 
ting by degeneration ii 328. 
segmentation by splitting ii 
326, stalk ii 299; ligule ii 37S, 
a new formation ii 379 ; prop- 
root ii 277 ; thorn-root ii 288. 

Pattaviciniay chromosomes ii 8. 

Pandaneae. prop-root ii 277. 

PandanuSy phyllotaxy ii 442. 

Pandoritia, colony i 27. 

Pant cum Ualicumy malforma¬ 
tion i 178. 

Papaver^ capsule porose i x6 ; 
flower-bud does not unfold in 
darkness i 243. 

Papavoraceae, flower, arrange¬ 
ment of parts ii 531, structure 
and pollination ii 547. 

FapilioDac6ae,cotylarstoragei] 
257; flower, symmetric succes¬ 
sion in development ii 543; 
laminar growth, eucladoas ii 
312 ; gynaeceum, development 
ii 539; leaf, branching acro- 
pctal ii 330. 

Papilla, on leaf-surface of Musci 
ii 143. 

Paracarpoua gynaeceum ii 558, 

566. 

FaraphyIlium, of Hepaticae ii 
57 ; of Musci ii 14b, nature ii 
147. 

Paraphysea, of Musci ii 15H 
opofi prothallus of Pterido- 
phyta ii 188, 193, 220. 

Faraohute*apparatU8 of fruit ii 

570. ^ . 

Paraaitic Fungi, anenonng- 
organ developed through con¬ 
tact-stimuli i 269; modifica¬ 
tion of host by i 192. 

Paraaitism.embiyo, reduced in ii 
254; flower, reduction in ii622; 

haustorium in ii 224, unlimited 
growth ii 225; ovule in, ateg- 
roiny ii 618, rudimentary ii 
620 ; root in, free-living ii 234, 
hairless ii 269; vegetative 
body in, intramatrical ii 225, 
reduction ii 225,tballoidii 225. 

Parietal, layer of sporangium ii 
596; placentatioQ ii £64. 


Parity infiorescencc-axis trans¬ 
formed into assimilation-axis 
ii 447. 

P. quadrifoliay embryo, retarded 
ii 251; rhizome, persistent 
geophilous ii 463. 

Parktria pUridioideSy physiolo¬ 
gical race ii 595. 

Parkinsonia acukatay phyllo- 
dium ii 355. 

Partbenogenesis of Angio¬ 
spermae ii 615, 624, 634. 

Pasterinay juvenile form, reten¬ 
tion of i 167. 

P. hirtulay juvenile form i 167. 

Passijloray ovary, syncarpous in¬ 
ferior ii 563; tendril ii 457, 

Pavia macrottcuhyay leaflet, 
asymmetry i 122. 

Payer on placentation ii 556. 

Pearl-gland ii 381. 

Pediastru/fty energid-colony i 
27 - 

P, Botyanum, experimental mal¬ 
formation i 188. 

P, granulatumy colony i 26. 

PeUiay branching ii 21 ; colour 
of antheridial pits ii 10; di- 
oecism ii 80; elaters holding 
mass of spores ii 102; germina¬ 
tion intrasporogonial ii 106; 
monoecism ii So; nutritive 
meristem for embryo ii 105; 
periebaetium ii 83; sexual 
oigans, diffuse disposition ii 
80; spore-germination ii 108; 
spores, gradual exit ii 101; 
sporogonium with elatcro- 
phore ii 100. 

P. calycinay apical cell ii 21; 
elaterophore ii 100; perichae- 
tium ii 83 ; propagative shoot 
ii 4$. 

P. epiphyllcy apical cell ii 21; 
involucellar collar ii 93. 

PelHoniay anisophylly i 108; 
leaf, asymmetry i 118, 

P. Daveauanay anisophylly, 
habitual! 109; leaf, asymmetry 

i 116. 

Peloria, etiolop' i 188; Hoff- 
mann’s experiments i 189; of 
Angiospermae i 189; Pey- 
ritseVs experiments 1 188; 
transmissible by seed i 184, 
190. 

Peltate, cotyledon ii 334 \ 
growth processes in ii 336; 
kataphyll ii 334» climbing 
organ ii 334 ; 334 j 

alternate phyllotaxy ii 335 » 
basipetal in development ii 
336, biological relationships 

ii 335, conditions of develop¬ 
ment ii 335 » Dicolyledones 
il 333 * Mooocotyledones n 
329, origin ii 337 i protective 
function ii 334 I sporopbyU ol 
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IHeriilophyU ii 499 » 575 5 
stamen ii 

Pih'itia (analUidaia, spore-gcr- 
min at ion ami light 1 230. 

Pfptrotnia^ cmb*yo-sac, pluri* 
nucleate ii 637. 

PinnUetufn, spikclet, arrest i 
56. 

Pontamery, aiul hexamcry in 
same plant of Carophylleac ii 
538; ami tetranicry in vamc* 
pinnl of Futa gravioUns ii 
538. 

Feronnating) geophilous shoot 
ii 4^3 ) prothallus ot OsmunUa 
ii 189. 

Pireskia, hook-leaf ii 4ao. 

Perforated, leaf in Aroiticae ii 
335; water-cells of Musci ii 
145. 

Perianth, of Efhedra tlcrived 
from dermatogen i 17; of 
ilcpalicae ii 89. 

Perichaetial, leaf of Masci ii 
153 ; scale to archegonium of 
Syyfiphyo^^'tta ii 83. 

Perichaotium of llcpaticac ii 
82. 

Perigynoua g>macccum ii 538. 

Perinium of spore .of Hcpaiicac 
ii 106; vesicular swellings in 
GrimaUia ii 107. 

Periodic, apical growth of leaf 
in Filices ii 3*8 ; development 
of root ii 289,290 \ gcophilous 
shoot ii 463; shortening of 
root ii 271. 

Peristome, absent in narrow* 
mouthed capsule of Musci ii 
162; derived from ampbi* 
tbecium ii 162; of Musci ii 
161, 167. 

Permanent retardation of foli* 
age of liane ii 434. 

Ptronospora viotacea^ doubling of 
flower in Kyxauiia at\>oisis 
caused by i 192. 

Persistent, cotyledort ii 403; 
stipule ii 364. 

Personate flower 1131. 

Pttalopkylhimy leafii 38. 

Petal, absence in Urticaceae un- 
explaine<l ii 351; flag^appara- 
tus in PanunculHs ii 551 : 
confluence ii 538; nectary ii 
550. 551; transformed stamen 
“SSI- 

Petiolar gland ii 362. 

Petunia^ branching of staminal 
primordium ii 536. 

Peyritsch, artificial doubling of 
flower i 194; experiments in 
peloria i 18S. 

P<ziza, directive influence of 
light i 238. 

P, uUrctiomm^ tubirosds an¬ 
choring * organ developed 
through contact-stimuU i 269. 


Ph #7 Ciira uassa <h /o rac^fi , roo t , 
shortening ii 270. 

Phaoophyceae, higher differen¬ 
tiation 121; long shoot and 
short shoot \ 35. 

Phah^nopsis, assimilation-root 
ii 2S4. 

P. timaOdis, root, flattening and 
light i 246. 

/*. Psmeraitia, assimilation-root 
ii 284; water-storage root ii 284. 

/\ I tH'iid(manninn<i^ root, dor- 
siventral aerial ii 284, 

/*. S<kii!€ritvta, exodermis ii 
2S4 ; vela men ii 2S4. 

Phalange, staminal ii 333, 534. 

Phalans candri^miSy embryo li 
418. 

Phams brasilitmiSy leaf, inver¬ 
sion by torsion ii 296. 

Phascaceae. antheridium, de¬ 
velopment ii 14; archegonial 
venter ii 153; ealyptra li 
153; cleistocarpous ii 160; 
proioncina ii 129; sporogo- 
nium. ra<lial i 236. 

Phascum cuspidaium^ anthcridial 
group ii 130; shoot with sexual 
organs ii 9. 

P. ephtnuraidesy spore, shedding 
ii 162. 

P, subtilaiumy spore, shedding ii 
i6o. 

PkdUolHiy cotyledon, broad ii 
406 ; leaflet, asymmetry 1122; 
root-format ion and light i 231 ; 
stipel ii 380. 

/\ (ommunisy root-hair sup¬ 
pressed in water ii 269. 

/*. muUiJloruSy fasciation i 190; 
leal-size and correlation of 
growth 1211; stipule, correla¬ 
tion ol growth i 210. 

P. vul^ariSy etiolated seedling 
flowering i 243, 

PhiiadtlphnSy leaf-insert ion i 93 ; 
shoot, dorsiventral lateral i 93. 

Philodendrony leaf, piunatifid by 
branching ii 325, 

P. smlanochrysum^ root, dimor* 
plusm ii 287. 

Ph iloxerus vormiculatus , Icaf- 
succule&cc and enviroumeot i 
265. 

Phlegmaria-type of prothallus 

ii 193. 

Phoenix y leaf, development ii 
327 ; piston-cotyledon ii 402 ; 
venation ii 340. 

P. eanariensisy primary leaf ii 

.327* 

Phoenocotna proliferay leaf with 
invcrte^l structure ii 296, 

Phormiutn ienaxy leaf-lamina, 
differentiation ii 300. 

Photo-plagiotropy i too. 

Photophilous shoot in the soil 
ii 466. 


Phra:^fnieomay archegonium soli¬ 
tary ij ss ; auricle ii 38 ; clatcr 
attached to surface of capsule 
ji 100; sporogonium without 
elaterophofe ii 100. 

/ V <»a t (is < 0 m m u n /j. K af • a pc x, 
precedence in growtli ii 309. 

Phtiiitt^rosdSy macro])odous em¬ 
bryo ii 261. 

Phylelic, liypotliesis regarding 
sporangium li 603 ; position 
of Casnarina li f>33 ; relation¬ 
ship of llryoph)la and Pteri- 
clojihyta li 187; series in pro- 
thaUu^ of Pteridopliyta li 210; 
siginrKancec^l [»rotocorm ii 232. 

PhylUnthns. corrclatii^n i 207, 
and tlirc'.tion of >boot i 214; 
phylloclade i 20. 11451; shoot, 
dorslveiitral lateral i 97. 

P. lathy oUes i 97; cutting i 51 ; 
dor^nentraliiy i S4. 

P, nuffh'soides i 97. 

Phyllcidetus , slioot, flattening 
and light i 24S. 

1\ latijrons i 24S. 

I\ phylUxnthoides i 248; juvenile 
lorm i 169. 

Phyllocactua form i 169. 

Phylloclade i 20. ii 448; of 
A>'j>aragineae. structure ii 543; 
ot Dicot) ledoncs i 168, ii 
451 ; of G>miios]>cTmae ii 448; 
oi Monocotyledoncs ii 449; of 
PterUlophytu ii 448 ; and light 
ill pHsens aenUatus 'x 249; of 
Sciadopitys ii 443. 

juvenile form 1153; 
ovule ii 519; phylloclade ii 
448; pollen-sac li 515; stamen 
H51.V 

P. alptntis, young fruit ii 319. 

Phyllode-formatiou of Aeaeia, 
independent of environment ii 
857 - 

Phyllodium ii 333; of Acacia 
t»^r/iV///<?/<i,apparentlywhorled 
ii 372; of Aeacicy profile- 
position ii 293; erroneous use 
of term ii 353; transition from 
leaf ii 354. 

Phyllody, induced by insects i 
181; of bract ii 197 ; of carpel 
in Trifolium repens i i8i ; of 
flower i 181, ii 325 ; of ovule 
i 181. not a reversion i 183, 
signiflcince i 1S2; of pappus 

i 197; of sporophyll ii 475 ; of 
stamen i 180; of tendril i 191. 

PhyllogODOus branching, of 
Ei]ui$etaceae ii 432; of Sper- 
mophyta ii 432. 

Phyllci^lossumyyoyti(\\^ form, re¬ 
tention ii 236; protocorm ii 
2321 232 ; sporangium, mature 

ii 578. 

Dnimmcndiy root,cxogenetic 
secondary ii 273. 
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Pky/logomumy apical cell of 
stem» two-sided ii 131. 

P. fuiggtiSy spedomm, leaf and 
water ii 143. 

Phyllome, definition impossible 
i 16. 

Phyllop odium ii 304. 

Phyllotazy i 74; of adventitious 
twig i 83; and asymmetry of 
seedling i 83; and axillary 
branching i 81; of bilateral 
shoot i 90; cyclic position i 
80 : in dichotomous branching 
i 81 ; and dorsiventrality of 
shoot 193,94,96, 160, i6r; he- 
terodromy i 78; homodromy 

i 78; juvenile form distin¬ 
guished by different i 161 ; 
mechanical hypothesis of i 74; 
of Musci i 78, ii 131; and 
peltate leaf ii 335; of shoot, 
with contracted internode ii 
44a, with elongated intemode 

ii 44a ; and symmetry i 70 ; 
transition-figure in i 79; varia¬ 
tion in deciduous trees i 96. 

Physcomitrdla patem^ spore, 
shedding ii 160. 

Physcorn itriu m pyriformc , rh i • 
2oid ii 116. 

P. repots, silver-glance ii 149. 

Physiology, and morphology, 
relation i 4; Sachs* definition 
I 4 * 

Physiotiunty apical cell of shoot 
two-sided ii 41; colour and 
light ii 78; shoot ii 41 ; and 
water ii 53 ; water-sac ii 6a, 
as insect-trap ii 64. 

P. cochUarifermty rhizoid, absent 
ii 45 ; valvcd water-sac ii 63. 

P, cotuhae/oliurtiy water-sac ii 

63.65. 

P» giganieuffi, microcarpuniy 
water sac ii 6a. 

Pkyleumay root, periodic shorten¬ 
ing ii a7i. 

Phytolacca icosa ndra , d ou bl i ng 0 f 
stamen ii 336. 

Fhytome of Nageli i 21. 

Phytoptiis causing malformation 
i * 95 - 

Picea, hyponasty and spinasty 

i 85; leaf, insertion i 94; 
shoot, dorsiventral lateral i 94; 
substitution of lateral for lost 
terminal shoot i 50. 

P, excelsa, hairless root ii 269; 
Ieaf-apcx,prcccdcncein growth 

ii 309; male prothallus ii 
614. 

Pileole of Gramineae ii 415. 

Pihbolus microsportaf sporan¬ 
gium and light i 258. 

Pilogyne suavis, tendril,develop¬ 
ment ii 425. 

IHlostyUs, on Astragalus ii 225 ; 
on lierlinia panicutata ii 225; 


flower-bud endogenetic ii 226; 
flower-cushion ii 226; sinker 
ii 225 ; vegetative body ii 621. 

Pilostylesa ethiopica^ haustorium 
ii 225. 

P. Hausskruchtiiy parasite ii 

P. VUiy haustorium ii 225; 
pollen-sac, openmg cells sup¬ 
pressed ii 6zi« 

I Pi/u/aria, dorsiventrality i 91 ; 

! leaf, cylindric it 295, develop¬ 
ment ii 316, wingless ii 314; 
rhizoid as temporary flxing- 
organ of female prothallus ii 
289; spore-distributioD ii 212; 
sporocarp, outgrowth ofsterile 
leaf ii 479; stem, creeping! 91. 

P. Novae*HoUandiae^ sporocarp 
hypogeous ii 493. 

Pineapple, coneUtioQ of growth 
in fruit i 212; reciprocal pres¬ 
sure of carpels i 77. 

Pinguieutay cotyledon resembles 
leaf ii 402; transition between 
leaf and shoot ii 236; water- 
absorption by leaf ti 349. 

P. caudatCy storage-leaf ii 398. 

P, vulgarisy flower, development 
of dorsiventral ii 542. 

Pinnae, sequence of origin in 
Guarea ii 310. 

Pinnate leaf, relation to digitate 
leaf ii 332. 

Finnatifld leaf formed by 
branching, not in Palmae ii 
326; in Philodendron ii 325. 

Pinnule, acropetal succession in 
Cycas Seemanni ii 322 ; ba^i- 
pctal development in Cycada- 
ceae >1322; of Cobaeascandensy 
stipular ii 360; of Gleichenia- 
ceac ii 593; of Guilandinuy 
stipular ii 361 ; reduction in 
Acacia lophantha i 155, ii 
381. 

PinuSy androgynous cone ii 524; 
correlation, of growth of twig 
i 209, and direction of shoot 
i 224: flower, position ii 472; 
juvenile form i 153; orlho- 
tropy and plagiolropy i 69; 
pollen-sac, lateral ii 316, open¬ 
ing, longitudinal ii 610; short 
shoot and long shoot i 35, ii 
44 f 

P, marititnay flower, androgy 
nousii47i; seminiferous scale, 
malformed ii 524. 

P. monophyltay PhuOy juvenile 
form i 153. 

P. Pumilwy double needle ii 445; 
prothallus, male ii 614; pol¬ 
lination ii 522. 

P, Strobusy short shoot and long 
shoot ii 444. 

P. sylvestrisy double needle ii 
445! juvenile form i 153; 


leaf-apex, precedence in growth 

ii 3 <^ 9 ; prothallus, male ii 
614; root, hairless ii 269; 
short shoot and long shoot ii 
444 - 

Pistia, phyllotaxy ii 442; root 
lateral, not geotropic ii 276, 
place of origin ii 274. 

P* StraiioteSy root-apex ii 267; 
root, hairless ii 269. 

Piston-cotyledon ii 402. 

Pi sum, correlation and formation 
of tendril i 216; stipule, 
asymmetry i 125 ; tendril, de¬ 
velopment ii 423. 

P. sativumy foliation of tendril, 
artificial ii 425; leaf, experi¬ 
mental malformation i 191; 
root-hair suppressed in water 
ii 269. 

Placenta, absent in some Pteri- 
dophyta ii 472 ; of Angio- 
spermae, foliar origin ii 556, 
interpretation ii 550 ; axial ii 
556; carpellary ii 556; defi* 
nition ii 472; Payer's views ii 

556- 

PlacentatioD central ii 564; 
free-central ii 564, 566; of 
inferior ovary ii 567 ; parietal 
ii 364 ; septal ii 562. 

Placentold of llyoscyamus ii 
599 - 

Placophoray pro-embryo i 150. 

Plagiochasmay air-cavities li 72, 
75; involution of parts to 
resist drought ii 65; sexual 
organs, grouping ii 85. 

P. AitoniCy antheridial groups ii 
3 ^ ^41 germ-plant ii 113, and 
light i 240. 

Plagiochilay archegonia in groups 
with perichaetium ii 89; elater 
free ii 99 ; flagellum ii 43 ; leaf 
ii 41, concrescence 1142; sporo- 
gonium without claterophore 
ii 99. 

P. asplenioideSy directive influ¬ 
ence of light i 234. 

P. circinalisy involution of parts 
to resist drought ii 66. 

P. connexa, conjugata, concre¬ 
scence of leaf ii 42. 

P. citcullifoliay water-sac ii 60. 

Plagiogyria, sporangium and 
annulus ii 590. 

Plagiotropy, and anisophylly i 
99, 1Z3; definition i 67! often 
antecedent to dorsiventrality i 
68; dominant in Hepaticac ii 
18; of Juvenile form i 159; of 
leaf i 68; of lateral shoot i 69, 
94, 95, 214; of shoot ii 457 > 
and conditions of life ii 459 i 
concatenation in trees i 7^, 
and correlation i 2 I 4 » '^th 
elongated intemodes ii 4 S 9 » 
factors causing ii 461, of He- 



INDEX 


691 


paticae i lou of Musci 1 100, 
and orthotTopy i 68, 94. 160, 
ai 4 > « 457 » PteridophyU 1 
107 , of Spermophyta i 111, of 
trees ii 457. transition to ortho- 

tiopy i 69, ii 457> 45 ^ ^ 
fhizophores ii 328; of subter¬ 
ranean organ i 68 ; of vegeta¬ 
tive shoot in herb ii 457. 

Plan of structure of De Candolle 

“ 5 ^ 3 * , .. 

Planiago, axillary branching 11 

4331 leaf-stalk ii 3 ^* 

P. major, a halophyte i 266. 

/>. media, venation ii 344^ striate 
ii 339 - 

Plant-body, differentiation 1 3. 

Plaamodial tapetam ii 596. 

Plasmodium of Myxomyectes 

Plaatio material, direction of in 
regeneration i 45. 

Plasticity, of potato i ais; of 
prothallus of Pteridopbyta ii 
190. 

Plasantis, cotyledon, jianow ii 
406. 

Pia(yi:erium,\iCKtxo\A\y\\y ii 350; 
mantle-leaf ii 350; prothallus, 
development ii 304; root» 
transformation into shoot i is, 
ii 337. 

P, alcuome, fit Hi, Stemmaria, 
Willinekii ii 337. 

P, biforme ii 350. 

P, grande ii 350; sporangium, 
opening ii 388. 

Platystachyae-SelaglDelleae, 
anisophylly ii 506; flower ii 

507- 

Pleuroplaatic type of laminar 
growth ii 313. 

Ploeamium, adhesive disk and 
contact i 369; division of 
labour amongst shoots i 39. 

P, eoeeineum, adhesive disk i 40, 

88 . 

Plug of flower of Equisetum ii 
500 * 

Plug^tip ii 309. 

Pluricellular, archesporium of 
Angiospermae ii633; plant of 
ThallophyU 13 3. 

Pluriciliate spermatozoid of 
Pteridopbyta ii 173. 

Plurilocular, ovary of syncar- 
pous gynaeceum ii 563 ; uni- 
locnlar ovary becoming ii 

565 • 

Pluri Ducleato embryo^sac of 
Peptromia il 637, 

PlorioTUlar ovary of Ranonen- 
laceae ii 560. 

Pneumatopbore ii 378; mor¬ 
phological significance ii 378. 

Poa, malformation i 178; vivi- 
pary, transmission 1 184* 

P^ alpina, vivipary i 179, 185. 


tuber-formationi 263; 
vivipary i 179. 

P, nemoralis, gall formed by 
Cecidomyia Poae \ 300. 

Podetium of lichens, function 

i 73. 

Podium in flower of Lycopodi- 
neae ii 510. 

Podocarpeaa, (lower, female ii 
530, morphology ii 524; oN-ule, 
anatropy ii 534. 

Podofarpus, flower, female, posi¬ 
tion ii 533. 

P. emi/olius, flower, female ii 
530; ovule, reduces! in number 

ii $ 20 , 

Podostemaceaot anchoring- 
oigan 113 33; assimilation-root 
ii 380; dorsiventrality i 91: 
haptera li 333 , 365; leaf, 
without vascular bundle ii 393: 
protocorm ii 333 ; reduction 
of form and mode of life ii 
633 ; root, aerial, flattening i 
346, dorsiventral and light i 
346, flattened i 347 ; root 
transformed to shoot ii 338; 
root-borne shoot i 43, ii 338, 
376, 380; rootless ii 365; 
shoot, adventitious ii 376, its 
position ii 377. 

Pogono/us Oteonis, flower, un¬ 
essential zygomorphy i 131. 

Polar, construction i66; differ¬ 
entiation, and light i 339, of 
Algae i 339, in germination of 
radial spores i 339; nuclei of 
embryo-sac of Angiospermae 

« 635- 

Polarity of plants i 44, 65. 

Pollen, filamentous, of marine 
Angiospermae ii 611. 

Pollen-chamber,of Cycadaceac 
ii 613; of Gnetaceae ii 516; 
of Gitikgo ii 637. 

FoUen-grain, of Angiospermae 
ii 537, germination ii 614 ; of 
Gymnospermae. germination 
ii 613; of Spermopbyta ii 6 n. 

Pollen-mother-cell of Cyelan- 
thcra ii 620. 

Pollen-aae,a sporangium ii 573; 
of Angiospermae ii 597, 610, 
active o|>eniDg cells ii 577,600, 

610, and their suppression ii 

611, archesporium ii 599, arrest 
ii 554, confluence ii 554, dc- 
velopment ii 599, endotbecium 
ii 600, four ii 553, nutrition of 
sporogenous cell-mass ii 597, 

f position ii 553, primary ta petal 
ayer ii 6w, reaction by di¬ 
vision of anther ii 554, sup¬ 
pression ii 554, variation in 
number ii 554; of Coniferae 
ii 610, lateral ii 516, position 
ii 515 ; of Cycadaceac ii 610 
position ii 514; of Ginkgoa- 


ceae, position ii 515; ofGneta** 
ceae ii 610, position ii 536 ; of 
Gymnospermae ii 610, active 
opening cells ii 577, 6 m, 
number varies ii 553, position 
ii 514, 536 ; of Juniperus, ter¬ 
minal ii 516; reduction of 
chromosomes within ii 598; 
of Spermophyta ii 6to, plas- 
modial tapetum ii 596; steri¬ 
lization ii 554, 597. 

Pollen-tetrad ii 611. 636. 

PoUen-tube, acrogamous ii 613; 
of Angiospermae, function ii 
614; basigamous ii 614; of 
Cycadaceac li 613; of Gymno- 
spermae ii 613; haustorium ii 
612, 614; a non-fertilizing 
stimulus ii 624; and partheno¬ 
genesis ii 634. 

PoUeo-tube-cell of Cycadaceac, 
nature ii 613. 

PolliDatioD, anemopbily of 
Monocotylcdoncs ii $47 ; of 
Abietineae ii 533 ; and flower- 
structure of Angiospermae ii 
547; of Cyca<lacoae ii 513; 
and number of (lowers inSper* 
mophyta ii 547. 

Polyeardia phyllanthoides, in¬ 
florescence epiphyllous ii 437* 

Polyembryooy ii 637. 

Polyergio plants i 33. 

Polygonaceae, cladode ii 453; 
cotyledon, asymmetry ii 406 ; 
ochrea ii 373 ; stipule, axillary 

» 373 - 

Polygona(um, inflorescence-axis 
transformed into assimilation- 
axisii 447; sympodial rhizome 
ii 34 « 

A « «w ,gc 0 p h i 10 os sh oot, 
depth in soil ii 465, periodic 
ii 463; root, shortening ii 
370, 

Polygonum, cotyledon, asymme¬ 
try 1115. 

P, ampAibium,TOO\,tndogtnttic 
adventitious ii 373. 

P. ekinenu, fungus-gall i 196. 

P, emarginatum, cotywon, 
asymmetry ii 407. 

P. Pagopyrum, cotyledon, asym¬ 
metry i 115, ii 407; root, 
lateral, place of origin ii 374. 

Polymeroua gynaeceum ii 558. 

Polyotus, water-reservoir ii 60. 

P, c/aviger, amphigastrinm and 
water-SAC ii 59. 

Polypbyletio, development of 
gametophyte of Pteridopbyta 
ii 310 ; origins i 29; origin,of 
construction of sexual shoots 
of Hepaticae ii 93, of Gymno- 
sperroae ii 631. 

Polyp odiaceae, antheridium, 
development ii 179, opening 
of free ii 177; prothallus u 
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200, configui-ation and light 
ii 202, dorsiventrality rever¬ 
sible i 227, hair ii 200, heart¬ 
like ii 201, meristem ii 304^ 
not heart-like ii 205, regenera* 
tion i 43; sporangium, dorsi- 
ventral ii 574 ; spore*germina- 
tion ii 413J sporophyll, and 
foliage-leaf alike in position 
and origin ii 477, as new for¬ 
mation ii 47^^, 

Pdypodium crenatumy sporan¬ 
gium protected by hairs ii 
497 - 

P. Htraclctim^ dorsal rows of 
leaves i 91; dorsiventrality of 
stem i 91 ; leaf ii 350. 

P, imhricatHmy ^elaters^ ii 576. 

P. jxibacform e, s p 0 ran gio m pro - 
tectecl in pit ii 498. 

/^.^>^/ff7/^fl/«;;/,prothall us, bristle- 
hairs ii 201; sporangium, pro¬ 
tection ii 497 ; symbiosis with 
fungi ii 218. 

P, propinqmmi^ heteropbylly ii 
350; nest-lcaf ii 350. 

P, quercifolium y dorsal rows of 
leaves 191; dorsiventrality of 
stem i 91; heterophylly li 349; 
nest-leaf ii 350, 

P. sarcalum, sporangium pro¬ 
tected in pit ii 498. 

P. Sc/wmbur^iiafnxm^ shoot- 
axis, flattening i 92. 

P, taemosum, dorsiventrality of 
stem i 9(» , 

P. vulgare^ fern-leaved it 345; 
juvenile form i 152 ; reversion 

i 185. 

P. vulgarOy var. cambricumy mal¬ 
formation of leaf i 185. 

PolyponipholyXy leaf, transition 
to shoot ii 237: tubular ii 338, 
ovule, haustorium ii 640, nu¬ 
tritive tissue ii 640; rootless 

ii 234, 265; sepal, confluence 

“ 539 - 

P^ mullifiday chalazal funicular 
nutritive tissue ii 641 ; ovule, 
epithelium ii 641. 

Polyponts/omenlaritiSy directive 
influence of light i 257. 

Polysiphonia Binderi, pro-em¬ 
bryo i 150. 

Polysphondylium violaceuniy life- 
history i 26. 

Polystichum angularly var, pul- 
chcrrimuniy apospory ii 608. 

Polytrichacoae, antheridium, 
position ii 150; epipbragm ii 
166; rhizoid-strand ii 120; 
spore, shedding ii i66. 

Pclyiri^hunty antheridium, open¬ 
ing ii 21 ; calyptra, hairs ii 
154; capsule, porose i 19; 
embryo, protection ii 153; 
hypsophyll ii 135; juvenile 
form i 151 ; leaf, differentia- 


tiOQ ii 134; leaf-lamella ii 
144 ; paraphyses ii 151. 

Polytrich urn com xnum^ sp oro- 
gonium ii 158. 

Polyzonia jungormannwidcs, 
concrescence of hair-roots i 
54; differentiation i 21 ; divi¬ 
sion of labour amongst shoots 
i 39; dorsiventral involution i 
86 . 

Pomaceae, reversion of thorn- 
shoot to foliage-shoot ii 453 ; 
transition from foliage-shoot 
to thorn, ii 452. 

PonUderia^ lateral root not 
gcotropic ii 276. 

Fontederiaceae, juvenile form 

i 164. 

PopuluSy callus-root i 44; 
gravity and regeneration i 222. 

P^ xxigra i 22 

P, pyramidalU i 2225 arrest of 
leaf-bud and light i 232. 

Forogamy ii 615. 

Poroae, capsule of Papaver 119; 
of Polytrichum i 19. 

Posidoniay macropodous embryo 

ii 261. 

Position, of leaf in relation to 
stem-branch i 81; of new 
organs in regeneration i 45; 
of organs on radial axes i 73. 

Post-embryonal development 
of cotyledon ii 404. 

Poiamogotony stipule, axillary ii 
375 - 

P. fuitafu, reversion-shoot {172. 

Potamogetonaceae, juvenile 
form i 164; macropodous 
embryo ii 260. 

Potato, correlation and shoot 
system 1215; plasticity 1215; 
tuber-formation retarded by 
light i 232. 

PoUn/illa, flower, arrangement 
of parts ii 530. 

P. amcrinOy leaf, interruptedly 
pinnate, i 127, ii 331 ; leaf- 
branching, basipetal ii 330; 
plagiotropous shoot ii 457. 

P.fruiicosa ii 530. 

P. fUpaUnsis, flower, arrange¬ 
ment of parts ii 531. 

P. replansy plagiotropoas shoot 
ii 4 S 7 « 

Pothosctlatocaulisy juvenile form 
of aroid i 157. 

P, Jlextiosusy juvenile form of 
Anadendrum medium \ 158. 

Pothos'form of Aroideae i 159. 

Potlia, leaf-Iamclla ii 14 4 -^^ 

P. barbulcideSy curvi/oUa ii 144- 

P. (runcaiCy spore, shedding ii 
165. 

Preissia, air-cavities ii 73, 7 S * 
antheridiophore ii 85; apical 
cell ii 21; archegoniophore 
ii 85; breathing-pore and 


transpiration ii 74; scleren- 
chyma-fibres ii 76; spore, 
germination ii 107, iii, thick- 
walled, ii 106. 

Preissiay commntatay breathing- 
pore ii 74; germ-plant anti 
light 1 239 ; rhizoid ii 46. 

Pressure, and leaf-position i 
74; and development of in¬ 
florescence of Leguminosae i 
138; cause of obll|ue flower of 
Solanaceae ii 544; reciprocal, 
changing form of organs i 77. 

Prickle, an emergence ii 429; 
a juvenile form i 264. 

Prickle-formation and medium 
i 263. 

Primary leaf, of Angiospennac 
I J 55 » it 336; of aquatic plants 
i 164; of Bjyophyta i 151, 
of climbing plants i 157; of 
Gymnospermae i 153; of 
marsh plants i 164; ofPteri- 
dophyta I 151; of xerophilous 
plants i 166; and regeneration 

i 46; reversion to i 172. 

Primary tapctal layer of pollen- 

sac of Angiospermac ii 600. 

Primitive type, Casuarinoy not 

ii 633; Lycopodium inundatum 
ii 609. 

Frimordium, of organ not 
indifferent i 8; of root on 
shoot, latent ii 275 ; tnins- 
formation hindered 1 ii. 

Primulay gynaeceum paracar- 
pous ii 558. 

P. farinosUy placentation ii 566. 

P. sinensiSy branching of staminal 
primordium ii 536. 

Primulaceae, flower, structure 
it 540; gynaeceum, paracar- 
pous ii 566; ovule, bitegminous 
ii 617 ; placentation ii 566. 

Pritchardia filiferay leaf-form, 
development ii 326. 

Pro-embryo, of Algae i 148; of 
Angiospermac ii 642; Chan- 
transiay a i 149; of Hepaticae 
ii 107 ; of Musci ii 116. 

Pro-embryonal gemma of 
Musci ii 125. 

Profile-position of leaf ii 1351 

293,328- 

Progressive serial succession 
of lateral organs i 41, ii 542. 

Propagation, asexual, of He¬ 
paticae i 48, ii 47, of Musci i 
47, ii 138, of Ftcridophyla, 
gametophyle ii 213, of Pleri- 
dophyta, sporophyte ii 44 ^ 
467, of Spennophyta ii 469; 
by cutting i 45; organs of ii 
573 » sporangium an organ of 
» 573 - 

Propagative, adventitious pro- 
thalloid shoots ii 213; capacity 
of organs, variation 1 4® > 
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oigans, cannot be referred back 
to vegetative organs i i8, of 
higher plants i 30 . 

PropbyU ii 383; asymmetry, 
ii 383; lleshy expanding, of 
Cypcrus alUmifotius ii 3S4, 
443 ; function ii 3S3; trans¬ 
formation to tendril ii 384, 
426 ; in winter-buds ii 383. 

Prophyllar, parachute of fruit 
of Tilia ii 383; tendril of Cu- 
curbitaceae ii 384. 426. 

Prop-root u 277. 

Proteoceae, leaf, cylindric ii 
293, profile-position ii 293; 
leaf-form ana life-conditions 

ii 294. 

Protean vegetative organ ol 
Uiricularia ii 24O. 

Protection, of bud of BfOtvfua 
trfcta i 7 ; against drought i 
a6i, ii 65, 148; of ripening 
seed, of Ginkgo ii 523, ofCo- 
niferae ii 523; of seed of Cycas 
ii 313 : of sporangium ii 474, 

496. 497 - „ , , 

Protective, cell-rows and scales 
in Hepaticae ii 30; mucilage 

ii J 39 > >S 4 » 359 > 374 * 3 S*; 
odour of Hepaticae ii 79; 
crM, bract, ii 391, 397, coty¬ 
ledon ii 401, hypsophyll ii 
397, kataphyll ii 334, 385, 
ligule ii 377, peltate leaf ii 
334> pinnule of Gleicbeniaceae 
ii 318, stipule it 359, 363* 
386, slipel ii 380; ptyxis i 
85, ii 310 ; taste-substance of 
Hepaticae ii 79. 

Prothallud, adaptations ii 315, 
and phytogeny ii 2to; adven¬ 
titious shoots ii 313 ; ameristic 
ii 330; of Angiospermac ii 
d]4, 636; apandrous ii 320; 
apogamy ii 230; aquatic ii 
217 ; arrested through correla¬ 
tion i 58; branching ii 300; 
correlation of growth and 
sexual organs i 142 ; distribu¬ 
tion of sexual organs ii 320; 
dorsiventrality i 237,329,331, 
ii 391, 193; duration of life 
ii 189; ol Kquisetaceae ii 195 ; 
filamentous and surface growth 
and light ii 202; of Filicineac 
ii 197, liusporangiate ii 198, 
Heterosporous Lcpiosporan- 
giatc i 220, ii 180, 210, 
Homos porous Leptospornn* 
giate ii 199, evolution ii 308; 
of Cymnospermae ii6i3, 637 ; 
heart-like li 205; influence of 
gravity i 219; of Isoetaceac ii 
s 8],3I3; of Lycopodineae ii 
182, 191; and pollination in 
Spermophyta ii 633, 638; 
propagation, asexual ii 213; 
of Pteridophyta, rhizoid one- 


celled ii t88; radial ii 191; 
reaction to external stimuli i 
21S; reversion ii 205; sapro¬ 
phytic ii 193, 198; symbiosis 
with fungi ii 198,218; teroiinal 
and lateral meristem i 231, u 
205; and tubercule pricnaire 
ii 194, 217; tuberous ii 198; 
tubers on ii 317; water-rela¬ 
tionships ii 215. See also 
Mogaprotballiis, Micro- 
protballus. 

Protococcaceae.encrgid-colony 

i 26. 

Frotocorm, of Dicotyledones ii 
233; of Ly<opodiufn ii 2315 
of Monocotylcdones ii 333; 
phyletic significance ii 332; of 
Phyllcglossutn ii 233; tuber¬ 
ous ii 331. 

Frotonoma, arrest through 
correlation i 58 ; branching 
and light i 234 ; from calyptra 
in Con^mitrium ii 154; and 
external factors ii 234 ; gemma 

ii 140; ‘ leaf,' in Ephtmerum 
urralttm ii 129; and light ii 
241; luminous, S<hiUosUga 
ii 130 ; persistent in Ephi- 
mcrum \ 58, 147; precedes 
bud-formation in Musci i 48; 
restingstate i 262; saprophytic 
life ii 1 aS ; separation-cell ii 
133; short shoot and long 
shoot ii 119; sigoiflcance ii 
127; special organs of assimi¬ 
lation ii 131 . 

Frotoaema - thread, concre¬ 
scence it 131 . 

FrotopbyLl, Da Petit Thouan^ 
name for cotyledon ii 400. 

Prunus, adventitious shoot ii 
277: shoot-thorn ii 452; 
short shoot precedes long 
shoot in unfolding ii 445; 
witches' broom i 192. 

P, Qvium^ laminar growth, basi- 
plastic ii 312; leaf-lamina, 
branching 1312. 

P. PaJus, kataphyll, develop¬ 
ment ii 387. 

P. spiwsa^ transformation of 
shoot to thorn ii 440. 

Psamma arittaria, ligule ii 376. 

Faeudo-midrib of Hepaticae ii 
41. 

Peeudopodium of Musci ii 161. 

Psilotaceae, cladode, ii 448; 
sporangium and spore-distri¬ 
bution ii 578; sporophyll and 
sterile leaf compared ii 504, 

Psilotufn^ cladode ii 44$; root¬ 
less ii 364; shoot, rootless ii 
334; shoot-apex, unprotected 
hypogeousii 266; sporangium, 
relationship ii 505; sporophyll 
and sterile leaf compared ii 
504; sterile cells ofsporogen-1 
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ous tissue ii 597 ; steriUzatioci 
in sporangium ii 605. 

Piilotum contplancUunty cladode 
ii 448. 

P, iomplanatum {^P. flaccid uni) ^ 
sporangium, origin and posi¬ 
tion ii 504. 

PttUa trifolicUa^ leaflet, asym¬ 
metry t Z 3 3. 

Pteridophyta, annual, rare ii 
441 ; anthcridium ii 173, de¬ 
velopment ii 177, develop* 
mental series ii 180, embedded 
ii 174, free ii 177, structure ii 
173; apogamy ii 187, 320 
archegonium ii 183, develop 
meotii 184, number and fertil 
izalion ii 547; arcbesporium 
ii 601 ; branching, variation 
in place of ii 431 ; cladode U 
448; conformity in develop¬ 
ment of antheridium and 
archegouium ii 185 ; cotyledon 
ii 400, arrested foliage-leaf ii 
400, not storage-organ ii 400, 
not suctorial organ ii 400, 
resembles primary leaf ii 402 ; 
egg ii 184 ; embryo, and 
gravity i 219. organs ii 34a; 
flower ii 472, use of term il 
470; gametophyte, configura¬ 
tion ii i$8, moDOcarpic ii 189, 
polyphyletic development ii 
210, significance in mainten¬ 
ance of forms ii 290, symmetry 
ii 291 ; gemma ii 2x3, 467, 
origin of formation ii 215; 
Heterosporous ii X77, 603, 
antheridium of, development ii 
180, prothallus of, limited de¬ 
velopment i 142, ii 190; 
Homosporous, antheridium of, 
development ii 178; book- 
leaf, ii 429; induction of 
limited growth ii $77 ; involu¬ 
tion, dorsiventral i 86; iso- 
spory ii 577 ; juvenile form, 
configuration i 152; kataphyll 
b 350; leaf-primordium,origin 
from group of cells ii 306, 
origin from one cell ii 305 ; 
roegasporanginm iifioa; micro¬ 
sporangium iifioa; parapbyses, 
rare ii 220, of protballus ii 
188; phyletic relationship with 
Bryophytaii 187; phyllolaxy, 
heterodromy i 78, homodromy 

i 78; prothallns, adaptation 

ii 215, ameristic male ii 220, 
asexual propagation of ii 213, 
dorsiventral and light ii 191, 
dorsiventral and radial ii 
210, dorsiventrality inherited 
character ii 191, duration 
of life ii 189, hairs ii 188, 
and light i 241, phyletic 
questions ii 210, plasticity u 
190, one-celled rhizoid ii 188, 
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water-relationship ii 215; root, 
bud i 46, ii 431, lateral, origin 
in endoderrois ii 273 ; root¬ 
less ii 263 j sexual organs ii 
172, abnormal ii 187, com¬ 
pared with those of Bryophyta 
ii 185, distribution ii 220, 
systematic importance ii 186; 
spermatozoid ii 172; spor¬ 
angium, active cells of exo- 
thecium ii 6n, active cells 
in wall ii 577, development 
ii 600, inception ii 601, and 
light i 245, mature ii 578, 
origin from leaf-organ ii 
473, position H 493. radial 
ii 574, resembles ovule of 
Cycadaceae ii 626^ stalked and 
unstalked ii 574; sporophyll 
ii 472, function ii 473, as new 
formation ii 477; stipule rare 
ii 365 ; subterranean parts have 
no chlorophyll i 103; stem- 
apex, suppression of lateral 
shoot ii 431; symbiosis with 
fungi ii 218. 

rUrts cretica^ apogamous shoot 
and light i 229; circinate 
ptyxis, absent ii 320; leaf, 
development ii 32c. 

P. hngifolia, prothallus and 
light ii 202; spore-germina¬ 
tion ii 203. 

P, quadrianrita^ gall-formation 

i 198; malformation caused 
by fungus ii 526; witches* 
broom i 193. 

semiphmata, pinnule, lateral 
formation ii 480. 

J\ terrxilata, leaf, development 

ii 3 ^^- 

P, umbrosa^ circinate ptyxis 
absent ii 320; leaf, develop¬ 
ment ii 320. 

PtervhrytUa lou^/rofts, scale- 
leaf ii 133. 

Pttroenrya caurasua, leaflet, 
asymmetry 1122. 

/rosperm u m java fi feum, $t I • 
pule with pearl-gland ii 381. 

Ptyxis, and growth-relationship 
in leaf ii 311; circinate, in 
leaf with apical growth ii 310, 
321 ; influence on of space-re¬ 
lationships in Caltha pa/us/ris 
ii 311; involute i 85, ii 310; re- 
volute of Drasophy/lutn ii 310. 

Full-root ii 269; and geopbilous 
shoot ii 466; regulates depth 
of shoot in soil ii 270. 

Fulaatilleae, dicotylous embryo 
ii 250 ; involucre ii 550. 

Pycnothelia^ symmetry and 
direction i 72. 

Pyrola, adventitious shoot, 
position ii 277. 

Pyroh {Manesis) unijicray free- 
living root ii 234. 


Pyrolacead, embryo, reduced 
ii 254; inflorescence, unilateral 

i 136' 

Pyrus, short shoot precedes long 
shoot in unfolding ii 445. 

P. japonua, adventitious shoot, 
position ii 277. 

P. Ma/us, ovary, development 

ii 568 i reversion of thorn- 
shoot to foliage-shoot ii 453. 

Q. 


difTerentiation in germination 

i 229; sporangium of Pterido. 

phyla ii 574; sporogoninm of 
Bryophyta i 236, ii 574. 
Radulay auricle ii 58; gemmae ii 
51; sexual shoot, dorsiventral 
li 89; spore-germination ii 
108; sporogonium, develop¬ 
ment ii 103. 

R, comp/ana/a, branching in rela¬ 
tion to leafii 44. 

Quadranta of'moss-capsule ii 

^ It 39, as animal-trap 1164. 

QuaUtative influence, of corre- afdiegonial groups 

ofthl B^esiaceae. embryo, reduced 

Quantitative 'influence of cor- k“" seed 

relation i 207. and endo- 

assimilating 
shoot-axis, arrest of leafii 446^ 
lateral shoot 93; compensa- correlation. eamH »nrt 


tion of growth in fruit i 207; 
cotyledon, broad ii 406, emar- 
ginalc ii 407, peltate ii 334; 
flower, position of male and 
female ii 472 ; gall-formation 
i 109; kataphyll, stipular ii 
380; laminar growth, plenro- 
plastic ii 312; leaf-lamina, 
branching ii 312; leaf-insertion 
on lateral shoot i 93 ; ovule, 
formed through stimulus of 


correlation, carpel and ovule 
i 59; dMoublement ii 533; 
flower-envelope, evolution ii 
549; flower-nectary ii 430; 
ovary, monomerous ii 559, 
reduction of ovules ii 560; 
ovule, arrest 1 59, carpellary ii 
560, position in ovary ii 560, 
variation in number of integu¬ 
ments ii 617; sole of carpel, 
development ii 560; 


trans- 

11 formation of stamen ii 555. 

pollen-tulw i 269,11 263, sup- ovary, development 

pression of i 58 ; root-devclop- ii jgo, reduction of oviles ii 
ment, penodicity ii 290; sti- gj; 

pule caducous u 363, protec- petal, nectariferous ii 550; 
tiw function 11 363. petaline flag-apparatus ii 551. 

Q./jdumuiaia ussthJlcra,shoot, A>.flrm.hypsophyll,dividedii393. 

dorsiventral lateral j 93. aquaiilU, leaf, divided sub- 

Qmsquahs chimnstSy change of merged ii 358. 
furiction of leaf i 9; climbing >?. AVtfna, antagonism between 

vegetative propagation and 
seed-formation i 213; embryo, 
retarded ii 249; root-develop¬ 
ment, periodicity it 289; root- 
tuber it 289. 

R. JiuitanSy root, endogenetic 
adventitious ii 273; water-leaf 
and land-leaf i 260. 

R. multifiduSy leaf, divided sub¬ 
merged ii 358; water-leaf and 
land-leaf i 261. 


organ t 9 
Q, indica, hook for climbing ii 
420. 

Ra 

Raoiborski induces experi¬ 
mental malformation 1187. 
Racomitriumy hair-point ii 149; 

papilla on leaf-surface ii 143. 
Racopiluniy anisopbylly i too. 
Radial, axis, position of organs 
^ 73 » with plagiotropy i 85; 


construction, definition i 66, cotyledon emarginate 

of leaf, how brought about it 407. 

i 114. of prothallus of Pterido- Reaction of organs to external 
phyta ii 19*; corolla,evolution stimuli i 2x7, 

ii 553; and dorsiventral,flower Reboutioy air-cavities ii 75 » 

i 128, 129, ii 544, forms in lutionofparts to resist drought 
Hepaticae ii 18, forms inMusci it 65. 

ii 18, inflorescence 1 134, pro- Receptacle ii 472. 

thallus of Pteridophyla ii 2x0, Reciprocal, influence of organs 
lateral shoot, transition i 98; i 206 \ pressure changing form 
flower of SehgineUa primitive of organs i 77. ^ .. ,c . 

11509; lateral flower i 133; Reduced, form of Filicesu 204, 
leaf, in Australia it 293, of leaf in juvenile stage ti 447; 
Monocotyledoncs ii 328; shoot sporangjuin of Hctcrosporous 
of Musci ii 132 ; spore, polar Filicineae ii 574. 
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BeductioD» of chromosomes, in 
Bryophyta ii 8; and spore- 
development ii 596, 598, 625; 
of form and mode of life i 2 J5» 
341, 622; in gynaeceum of 
Angiospetmae ii 54 ^» 
number, of raegaspores ii 626, 
of parts of flower by arrest 
ii 546* of flower by 

confluence ii *138, of pollen- 
grains ii 626, of pollcn-sa^ 
ii 554^ of ovules in ovary ii 
560, 621: in ovule, of Angio- 
sperroac ii 622, and parasitism 
and saprophytism ii 61S; in 
pollen-tube of Gymnospermac 
ji 614; of prothallus, method 
ii 200; series i 61 ; of water- 
channels in leaf ii 293. 

Begoneration, bulbds in i 45 * 
and callus i 44, 222 ; direction 
of plastic material in i 45 ; em¬ 
bryonal tissue first formed i 43; 
in Fungi i 49; and gravity i 
46, 22t; in Hepaticae i 48, 
ii 52, 67; from leaf i 45 » 5 o; 
and light, in Algae i 337; in 
Musci i48,ii52; new formation 
of organs in i 44; and polarity 
i 44; position of new organs in, 
definite i 45 ; of prothallus of 
fens i 43; of root-apex i 43; 
from shoot i 46; at vegetative 
point i 41 ; of vegetative point 


» 43 « 

Begular flower i 128. 

Relationahips, of correlation i 
206 : of foliage leaf and sporo- 
phyll i 11, ii 474, 498, 509: 
of juvenile and adult form i 
143; of organs, to external 
stimulus i 217, to gravity 1219. 
ii 76, to light i 227, ii 76, 149, 
to mechanical stimulus i 260. 
to water i 260, ii $2, I41, 215 ; 
of shoot to function ii 441; of 
symmetry i 65, of flower i 128, 
it 528, 544, of flower, Spren- 
geFs interpretation i 132, of 
inflorescence i 128, 134, of 
leaf] 114, ii 293, of prothallus 
ii 191, of shoot i 84, ii 18, 131, 
442,459, of sporangium ii 475, 
574, ofspowgomum ii93,157, 
of stipule ii 366. 

Etmusada vivifara, gemma ii 
469. 

Benovation-sboot, modified 
leaf-form i 190. 

B«productioD, shoot in the ser¬ 
vice of ii 467. 

Beproductive, capacity varying 
with age i 143; organs and 
vegetative growth, antagonism 
between i 142, 212, ii 212, 
605. 

Rtstda, flower, development ii 
542i dorsiventral i 139, ii 542; 


gynaeceum, development ii 
565; style, fonnation ii 565. 

Kf 5 «ia {^hrata^ phyllo<!y i i8k 

Resedaceae, flower, develop¬ 
ment ii 545. 

Reservo^material, cotyledon as 
reservoir ii 401 ; hypocotyl ns 
reservoir ii 258. 

Rootiaceae, assimilating shoot- 
axis with arrested leaf li 447. 

Hosting, bud i 174. 218, ii 44, 
398; state, and drought i 261, 
sclerotium, a i 262. 

Retardation in development 1 

57 - 

Rotorded.cmbryo ii 232; forma¬ 
tion, tubular leaf as ii 337. 

Betontionof water, in I lepaticae 
ii 63: in Mu»ci ii 143. 

Beticulate venation ii 338. 

Rftinispera^ juvenile form of 
Cupressineae i 154. 

Royeraiblo dorsivcntrality of 
prothallus of Filices i 2 28. 

Reversion, causes inducing i 
173» 185, 218, 242,260, u 205. 
448 ; to juvenile form i 145, 
171,218,242, 260, ii 447*451 \ 
of leaf to thallus-torm m Jun- 
germannieacii 42: and malfor¬ 
mation i 183, 185; of thorn- 
shoot to foliage-shoot ii 453. 

Rhamnaceae, cladode ii 451. 

RhamtiHS raMtrr/rVo, shoot-thorn 
ii 452 : transition between epi- 
geous anti hypogcous cotyle¬ 
don i] 403. 

A^ Rraftguhy laminar growth, 
pleuroplastic ii 312 : transition 
between epigeous and hypogc¬ 
ous cotyledon ii 403. 

Rhaphidopbora^foriD of Aroi- 
deae i 139. 

Rha/his^ leaf-form, development 

ii 327: it 378* 

Rhtum ««</«/<2r«w,ochrea, split¬ 
ting ii 373. 

Rbinantheae.haustoriumii 224. 

Rhinanthus, hypsophyll formed 
by leaf-base ii 394. 

R, major^ hypsophyll ii 391 ; 
transition from foliage-leaf to 
hypsophyll ii 392. 

RhijialiSy juvenile form i 170; 
Phyllocactus-form i 169. 

R, Cassylha^ faradoxa, juvenile 
form i 170. 

Rhizoid, of Algae i 269; absent 
in aquatic Hepaticae i 269, 
ii 45; absent in prothallus 
of aquatic Pteridophyta ii 
189 : anchoriog-disk on ii 
45; of Chara ii 117, and 
light i 231; developed through 
contact-stimuli i 269; of He¬ 
paticae ii 45, division of labour 
ii 46 ; of Musci ii 43* 116: of 
Pteridophyta ii 188; smooth ii 


47: symbiosis with fungi ii 
218; tra) eoular ii 47; trans¬ 
formation in Hepaticae ii 47 ; 
nnicellular and piuricellular in 
I^teridophyta ii 189; of Utri- 
Kularia ii 237 ; and water-sac, 
correlation in Hepaticae ii 45. 

Rhizoid-bristle of Dumottitra 
hirsuta ii 47. 

Bbitoid-disk of epiphytic !Ie- 
paticae it 45. 

Rbizoid-atraDd, of Hepaticae 
ii 32: of Musci ii 120. 

Rhizome of Begonia Rox i 120; 
of Hepaticae, sympodial ii 25; 
perennating gcophilous ii 463: 
of Polygonatum i 24. 

Rhizojhorti^ embryo, viviparous 
ii 255 ; steriliralion in pollen- 
sac ii 565 . 597. 

R. mt 4 (rcna(a, septate pollen- 
sac ii 556 . 

Rbizophore of SofagituHa ii 
228 ; a further development of 
stalk of root ii 231 ; develop¬ 
ment ii 229; morphological 
nature ii 230; transformed into 
leafy shoot ii 229. 

Rhizophoreae.prop-root ii 277, 

Rhodochiton voluhiUy forerunner- 
tip ii 308. 

Rhcdodoidrcuy ov.ary, syncar- 
poiis superior ii 563. 

Rhoeadinae. flower, arrange¬ 
ment of parts ii 532. 

Rhus CotinuSy correlation of 
growth in flag-apparatus i 
212; flag-flower ii 571. 

Rhynchoglossxim^ anisopbylly. 
habitual i 113. 

Rhyncholacis rnacrooarpa^ root¬ 
less ii 265. 

Ribaad-form of leaf in mono- 
cotylous aquatic plants ii 357. 

Rlbesiaceae, suspensor-bausto- 
rium ii 642. 

Riaia, apical angle ii 21 ; arche- 
gonium, freeii 14: oil-bodies ii 
79; rhizoid. absent in water- 
lorm ii 45, present in land- 
form ii 45; scale ii 28 ; sexual 
organs, diffuse disposition ii 
80,84; sporogonium, internal 
diflcrenti.ition ii 97. 

R. bulbi/tray tuber ii 70. 

R, (iiiatay habitat ii “i. 

R. <fys(aiihxa, air<hamber ii 72; 
scale ii 28. 

A’, glaucay regeneration ii 67 ; 
unwritable ihallus li 70. 

R, Jiuitans, air-chamber ii 72 ; 
antagonism between repro- 
dnetive and vegetative organs 
i 213; land-form and water- 
form i 269, ii 34; protective 
scale ii 29; relationship to 
water ii 52; rhitoid and con¬ 
tact stimulusi269; thallus U21. 
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RicHa hir/a, pro-cmbr^'o ii in. 

R. inflexa. involmion of parts to 
r€sist drought ii 65. 

R. lametlosa, oil-bodies it 79 ; 
scale ii 30; water-excretion ii 

72. 

R. natans, air*chamber ii 72; 
forked thallus ii 33; land- 
form ii 34 47; scale 1130, 33; 
tuber ii 67 ; water-form ii 34. 

Riccieae, air-cavities ii 71 ; 
antheridium, development ii 
13; scale ii 29; spore-germi¬ 
nation ii III; spores large ii 
106 ; sporogonium, develop¬ 
ment ii 104; tuber ii 70; water- 
storage-tissue ii 76. 

Riella^ chlorophyllousembr^'o ii 
105; dorsiventrality i S7; 
mucilage-papilla ii 27 ; sexual 
organs, position ii 80 ; sporo¬ 
gonium ii 575, contains spores 
and nutritive cells ii 98; scale 
34 > 35 ; iballus, symmetry ii 
18. 

R<, Bdftanduri^ thallus, sym¬ 
metry i 86, ii 19. 

R^ Clausonis^ male plant ii 19. 

R. heluophyUa^ depth in water 
ii 20. 

Ripening fruit, biology of ii 
570; transpiration in ii 570. 

Robinia, stipcl ii 380; thorn- 
formation and moisture i 263. 

R, RstuJa<acia,s\\pxi\^T thorn ii 
381 ; stool-shoot 1210. 

R, viscosa, leadct, asymmetry i 
122. 

Rocha falcata, leaf, antitropic i 
116, asymmetry i 116. 

Boot ii 263 ; adaptation ii 277 ; 
adventitious ii 264, 274 ; aera¬ 
tion-striae ii 283 ; air ii 281 ; 
anchoring ii 286, usually un- 
branched ii 274; aquatic, 
growth in soil ii 267 ; assimi* 
lation i 246, ii 280, 284; 
branching, suppressed it 274; 
breathing ii 278 ; capless ii 
267, 26s: characters li 265 ; 
chlorophyllous i 246, ii 280, 
284; cuttings, feeble in Coni- 
fcrac 151; dimorphism ii 271 ; 
(lorsiventrality i 246, ii 28], 
2S4; duration of life ii 290; of 
epiphytes i 246, ii 2S2 ; and 
exotropy ii 276 ; free-living ii 
234; function ii 263, change 
of, rare i 12; and gravity i 
222. ii 276: hairless ii 269; 
inlracortical, in liromcliaccac 
ii 268; and light i 217, 219, 
231, 246, ii 276; malforma¬ 
tion, cxperiinenlal i 191; 
mechanical organ of protec¬ 
tion, ii 288; mycorrhira ii 
289; nest ii 283 ; period of 
development ii 289; pull ii 


269, 465 ; region of growth ii 
268; region of root-hairs 11269; 
secondary, cndogenetic forma¬ 
tion ii 273 ; shoot transformed 
into ii 233; shortening ii 269; 
stalk in Scla^neHa spinulosa 
ii 230; storage it 289; sym¬ 
biosis with Thallophvlaii 282, 
289; tendril ii 286; thorn ii 
288 ; transformation into shoot 
explained ii 228; transformed 

i 12, ii 278, into shoot i 12, 

ii 226; and water ii 276. 

Boot*apez ii 266; regeneration 

i 43. 

Boot-borne, bud, exogenclic ii 
276, of Ophio^/ossum i 46, ii 
431, of Spermophyta ii 276; 
shoot» endogcnetic ii 2S8, of 
Ophioglossiun vnlgahtm 'tx 228, 
origin ii 274,of Fodoslcmaceae 
I 42, ii 228, 276, 280. 

Boot-cap, of aquatic plants ii 
267; function ii 266; signifi¬ 
cance it 266. 

Boot-climber i 120,157. 

Boot-development, periodi¬ 
city ii 289 ; through stimulus 
of gall-insect i 200. 

Boot-formation and light i 

231- 

Boot-hair ii 269; absent in 
Coniferae ii 269, in water- 
plants ii 269 ; of epiphytes ii 
283 ; and epigeous parts ii 
269; in Taxtis ii 269; on 
water-roots ii 269; suppression 
in water ii 269. 

Boot-knee of Taxodium i 260, 

ii 280. 

Boot-primordium, latent on 
stem ii 275. 

Boot-epread in the soil ii 275. 

Boot-sjatem ii 272; correla¬ 
tion, and direction i 214, ii 
273, and gravity ii 273; of 
Monocotylcdoncs ii 272; sup¬ 
pression in mangrove ii 272. 

Boot-tendril ii 286. 

Boot-tip, callus-formation i 43. 

Boot-tuber ii 289. 

Bootless, Fteridopbyta ii 263; 
shoot ii 234 ; Spermophyta ii 

Rosa, flower, arrangement of 
parts ii 529; leaf-branching, 
basipetal ii 330; ovar)', de-1 
vclopmcnt ii 560; ovule, re¬ 
duction in number ii 560. 

ga/licCj pomifera, leaflet, 
asymmetry i 122. 

Bosoceae, archesporium, piiiri- 
cellular ii 633; flower,arrange¬ 
ment of parts ii 530 ; leaf, in¬ 
terruptedly pinnate ii 331; 
effect of nutrition on number 
of stamens ii 538; ovary, 
monomerons ii 559; ovule, 


carpellary ii 359, variation in 
number of integuments ii6i8 ; 
stipule, asymmeliy i 125. 

Bosaeflorae, ovary, inferior ii 
568 ; stamen, disposition ii 
529 - 

Rosemary, plagiotropous shoot, 
conditions for development ii 
459 - 

Bosette ofarchegonium of Coni- 
ferae ii 629. 

Rubiaceae, flower, unessential 
2ygomoq>hy i 130; ovule, 
ategminy ii 619; slipular 
whorl ii 369; stipule concre- 
sceni ii 368. 

RtihuSy adventitious shoot, posi¬ 
tion ii 277 ; flower, arrange¬ 
ment of parts ii 530; leaflet, 
asymmetry i 122; ovary, 
monomerons ii 559, 

R* aasCraliSy transition from 
foliage-leaf to phyllodium ii 
354 * 

R, australis^ var. cissoidcs^ seed- 
lif>g ii 35 .V 

R,fruticosuSy leaflet, asymmetry 

i J 22 . 

R. IdaenSy flower, arrangement 
of parts ii 530; leaflet, asym¬ 
metry i 122. 

Budimeutary Hepaticacii 114. 

RutUia^ cotyledon, broad ii 406. 

Rxancx^ stamen, doubling ii 

536- 

R, Acetosella^ transformation of 
shoot into root ii 233. 

Ruminate, endosperm ii 407. 

Ruppia, macropodous embryo ii 
261. 

Rupture of pollen-tnbe in 
Cycadaccae ii 613. 

Rupture-tubercles of prothal- 
lus of Sclctgintlla spinulosa ii 

*95. 

Ruscus^ phylloclade i 15, it 450. 

R, acuUaiiis, etiolated shoot i 
249; inflorescence upon upper 
side of phylloclade ii 45]; 
juvenile form i 166; phyllo- 
clade ii 451, and light i 249; 
shoot-thorn ii 452. 

R. attdrogynus^ juvenile form i 
166. 

R, JlypcghssufUf inflorescence 
upon up]>cr side of phylloclade 

ii 451 ; juvenile form i 166 ; 
phylloclade ii 450. 

R. llypophyllum, inflorescence 
upon under side of phyllo¬ 
clade ii 451; phylloclade ii 

450. , 

Ru(a gravcohis, pentamcry ana 
tetramcry in same plant ii 
538 ; leaf-apex, precedence in 
growth ii 310. 

Rytiphloea pinasiroidcs, dorsi- 
ventrality, significance i 87. 
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S. 

Sachs, definition of morpboloj,o* 
i 4, of physiology i 4: cxpcii- 
ment on tlowcring and light i 
J44; hypothesis of material 
and form i 200. j 

SagiHaria, leaf, sagittate 11324; 
reversion to juvenile form and I 
light i 242 ; reversion-shoot i 
172 ; venation ii 340. 

J. juvenile form i 164. 

5. naians, juvenile form i 164 ; 
revenion i 260; reversion- 
shoot i 172, 218. 

SagitUte leaf, development ii 

Salacia, shoot-tendril ii 430. 

Saluornta, halophyte i 265, 

Satix, axillary branching ii 433 1 
gravity and cutting i 223; 
gravity and formation of new 
shoot i 22i ; kataphyll ii 393; 
laminar growth, basiplastic ii 
312 j latent root-primordium 
on stem ii 275 ; leaf-lamina, 
1)ranching ii 312; prophyl) of 
bud ii 383. 

S. Capna, r^p€ns, modification 
of sex by external conditions i 
191. 

S, ifuana^ arrest of leaf-bud and 
light i 232. 

•S', pm I ft os a , viUlli na^ latent 
root-primordiumun stem ii 273. 

Salsola Aalty halophyte i 266. 

Salvia, origin of androccium i 
60: reduction of number of 
pollen-sacs li 554. 

S, Homtiftum, peloria i 189. 

Salvinia^ antheridium, develop¬ 
ment ii 182; gametophyte, 
male ii 182 ; heterophylly ii 
348: juvenile, form 1164, state, 
result of adaptation i 170; 
leaf, water ii 348, float ii 34, 
348; megasporangium, tetrad- 
formation ii 603; megaspore, 
intrasporangial germination ii 
623; megasporophyll ii 487; 
microsporophyll ii 487 ; 
microsporc, germination ii 
182, 218; prothallus, chloro- 
phyllous ii 211; rlU2oid absent 
from female prothallus ii 
189; rootless ii 264, shoot ii 
234 \ sporangium, position ii 
493 ; spore-germination in ab¬ 
sence of light ii 190; tropical 
species with unlimited life ii 
441. 

S. auriculata, float-leaf ii 348. 

•S’, natans, annual ii 441; fioat- 
leaf ii 348; germination of 
megaspore ii 211. 

Salviniaceao, megaspore, re¬ 
duction in number of ii 62O ; 
microspore,distribution ii2i8; 


prothnl!u^, female ii 2Ji; 
^po^angium reduced, not radial 
ii 374 ; sporc‘di5Cributi(»n not a 
function of sporangium ii 573; 
sporophyll li 4S7 ; watcr-dis- 
tn but ion of spores ii 375. 

.SVj us Eb u lus , leaf, a c r o- 
pelal branching ii 330 ; stipule, 
numl er ii 364. 

S, anisophylly, lateral i 

]o8 ; leaf-branching, basipetal 
ii 330 ; pcliolar gland ii 362 ; 
stipule, as honey-gland ii 381, 
of sucker-shoot i 191, vaiiable 
number ii 364 ; stool-shoot i 
210 . 

Sautalacoae, embry'o-sac-hau- 
storiurn 11620; ovule,ategminy 
ii 619. 

Sapouanaoffxi'tfialis, doubling of 
flower caused by L 'stilago an^ 
th<*arum \ 192. 

Sapropbytiam, assimilating an<l 
transpiring leaf-surface, re¬ 
duced in ii 265 \ embryo, re¬ 
duced in ii 234 ; of free-living 
root li 234 ; of Musci ii 128; 
ovule, ategminy in ii 618 ; of 
prothallus, of Ly(opo*iium ii 
> 93* ol C)phioglossaccae ii 19S, 
of Ophic^lossum piduucutosum 
ii 193 ; of prolonema ii 128 ; 
scale-leaf and vascular bundle, 
rcducitl in ii 292. 

San au thus Ear is hit, rostratus, 
flaileJiing of root in light i 
246. 

Sarothamnus vulgaris^ assimi¬ 
lating shoot-a\i> ii 446. 

Sartacinia, leaf, tubular ii 338, 

557 - . ' 

Sarroceoiaceae, juvenile form 

i 164. 

Sauromatum, laminar growth, 
basal li 324. 

Sauti ria^ scale ii 30. 

Saxijra^a A i icon , lougifolia, 

leaf, unstalked ii 301. 

S» <a€Spi(osa, heterophylly ii 352. 

S, ^ramtlata, leaf, stalked ii 501. 

S* roiundifolia, hypsophyll, 
divided ii 393; leaf, stalked 

ii 301. 

5 . sarmentosa. stolon ii 4O1. 

S. suUaris, dower becomes dor- 
siventralin development i 129. 

SKithiosay size of flower and light 
ii 532. 

S. Columbaria, heterophylly ii 
351 ; transition between pin- 
natifid and pinnate leaf ii 332. 

Scale, of Hepaticae ii 27, biolo¬ 
gical significance ii 34; semi¬ 
niferous, of Abictineae ii 518, 
5 ^ 1 - 

Scale-leaf, of bulb ii 399; of 
Musci ii 133; without rudi¬ 
mentary vascular bundle in 


saprophytes ii 292. See also 
Katapbyll. 

Sc tpsXfiia. leaf ii 41. 

S. fu'^uoroia, gemma ii 50, on 
leal near antlieridia ii 31. 

.V. uudulata, colour in relation 
to light ii 7S. 

Scapauieae, antheridium, de¬ 
velopment ii 13. 

.S‘<'^ii/i^r6YJ,adtill features i 174; 
branching ii 130; gemma cpf 
}>rO'enibfyo ii 12O; light, 
directive intluence i 234; leaf, 
apical segmentation ii 132, 
development ii 307 ; pro ton e- 
ma, luminous ii 120, signifi- 
ennee ii 130; shoot, bilateral 

i 661 ii 137, dor.iventral i 68. 

S, ostnundii«a, protoncma, lu¬ 
minous ii 120; reversion to 
juvenile form i 172; social 
growth t\ 129. 

Sthizata, prothallus, lateral 
meristem ii 203 ; sjiorangium, 
annulus ii 591, dis])laccment ii 
494; sporopliytl as new for¬ 
mation ii 477. 

S./usil/it, leal, fertile, develop¬ 
ment ii 479. 

S, rK/tf’j/r/r.sporophyll, develop¬ 
ment ii 478. 

Scbisaeaceae, antheridium, free 
opening ii 177; jdacenta, ab¬ 
sent ii 472; prothallus, de¬ 
velopment ii 205; sporangium, 
annulus ii 391. arrangement ii 
496, <iisptaccmcnt li 4941 dor- 
siventral li 374, opening ii 388, 
position li 493; sporophyll 
and foliage-leal alike in posi¬ 
tion and origin ii 477. 

Scbizocarpous Musci ii 160. 

Sohleideo on leaf-development 

ii 3^3- 

Sthoepfa, ovule, ategminy ii 619, 

Soado/itys, double needle ii 444; 
juvenile form i 155; phyllo- 
cladc ii 443. 

Scilia, root, dimorphism ii 271, 

S. sibirica, embryo, retarded ii 

Scirpoili't/droft COS (at urn, flower, 
arrest 132, concrescence i 51. 

Scirpus lacustris, assimilating 
shoot-axis with arrested leaf ii 
447; cotyledon ii 4I4; ger¬ 
mination ii 4I4. 

5 . subtnersus, vegetative charac¬ 
ters ii 447. 

Scitamineae, leaf-stalk ii 299; 
venation and whole leaf-growth 
ii 34^- 

Sclereucbyma-flbrea of Hepa¬ 
ticae ii 76. 

Sclerotium of Myxomycctcs i 
262. 

Scolopendrium, sporangium, pro¬ 
tected in pit ii 497. 
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Scoloptndrium juvenile 

form i 151. 

S. vulgarcy sporani^am, pro¬ 
tected by indu'ium ii 497. 

sS*. vulgarly var. cambrietttn, re¬ 
version from malformation i 
185. 

.S*. vtilgarty var, crispum Dntm- 
mondial, apospory n 60S. 

an iso pbylly, lateral 

i 108. 

S,frut€sc€HSy halopliytei 266. 

S. officinalisy anisophylly i 254. 

Sorophularineae, inflorescence, 
unilateral i 136; ovary and 
placentation ii 563. 

Scutellaria pengrinay inflore¬ 
scence, unilateral i 136. 

Scutellam of Gramineae ii 415. 

Seam-cells of sporangium of 
Leptosporangiate Filicineae ii 

S88. 

Sesreher-shoot ii 453; factors 
influencing growth ii 454. 

Secalc ccrcaUy branching without 
axillanl leaf ii 433. 

Stchium cduUy androecium ii 
539 - 

Secretion-tapetum ii 596. 

Securidaca Sellowianay tendril- 
lous lateral twig ii 455. 

Sedum, phyllotaxy ii 442. 

S. Chisianumy Magno/iiy rubenSy 
stdlatumy tuberosum^ succu¬ 
lence of leaf and environment 

i 265. 

Seed, compensation of growth 
] 208; haustorium i 20S; pro¬ 
tection of ripening ii 512, 523. 
of Cycas ii 512 ; and ovule ii 
631. 

Seed-coat ii 642. 

Seed-formation and vegetative 
propagation antagonistic i 45, 
213, ii 469. 

Seedling, callus-root i 44; etio¬ 
lated, flowering i 243; of 
Gramineac ii 416; of Hcdcra 
i iCo; of Falmae, leaf ii 327; 
phyllotaxy and a>ymmelry i 
83; of Spermophyta and liglit 

i 242. See aUo Juvenile 
form. 

Segmentation, of foliage-leaf 
of Azolla ii 4S8; of leaf by 
splitting ii 326; of nucleus of 
embryo-sac of Angiospermae 

ii 635 ; of peltate leaf ii 336; 
of primordial leaf of Spermo- 
phyta ii 321. 

StlagintUay anisophylly i 99, 
104, 105, ii 506, habitual, an 
adaptation 1107; antherhlium, 
development ii 182; arche- 
gonium, development ii 184; 
archesporium ii 601; correla¬ 
tion of sporangium and leaf 
i 216; embryo, difTcrentiation I 


ii 244, position of organs ii 
247; foliage-leaf changed by 
adaptation ii 310; flower ii 
505, dorsivcntral ii 507, in- 
verse-dorsiventral ii 507, 508, 
hermaphroditism ii 509,radial, 
is primitive ii 309; gamelo- 
phyte, male ii 182; germ- 
plant ii 229; leaf, asymmetry 

i 106; ligule ii 360; mega- 
sporangium ii 580, develop¬ 
ment ii 603; megaspore, io- 
trasporangial germination ii 
623: megasporocyte ii 603; 
microsporangium ii 580, de¬ 
velopment ii 600; microspore 

ii 182; prothallus, develop¬ 
ment i 142, ii 194, trichome 
ii 195; rhizophore ii 228, de¬ 
velopment ii 229, a form of 
root-stalk ii 231, transforma¬ 
tion to foliage shoot ii 229; 
secretion-tapetum ii 596; spor¬ 
angium, opening ii 580, mature 
ii 578, origin from vegetative 
point ii 473; sporophyll, de¬ 
velopment into foliage-leaf ii 
47$, primitive ii 51c ; strobilus 
as cutting ii 476. 

S. in verse-dorsiventral 

flower grows out vegetatively 
ii 50S. 

5 . caiiUscctiSj anisophylly and 
external factors i 106. 
chrysocauhsy in verse-doisi ven¬ 
tral flower ii 507; megaspor¬ 
angia and microsporangia, 
mixed ii 508 ; sporangia! wall, 
structure ii 581 ; vegetative 
shoot ii 507. 

J. (iliariSy flower, dorsivenlral 
ii 307. 

S* cnspidaldy rhizophore ii 228 ; 
spermatozoid ii 181. 

5 . dcniiculalay flower, orthotropy 
ii 509, podial orthotropous ii 
310; germ-plant ii 244. 

S, Dnonmondiy annual ii 441. 

S, trytk roptts, p rot hal 1 u s,d 0 vel 0 p • 
ment ii J94; megasporangium 
ii 5S0, 603 ; microsporangium 
ii 380; sporangium-wall ii 
581. 

S. haematoiUs y dorsivcntral shoot 
i 107. 

S, kelvetica, anisophylly, retarded 

i 107; flower, orthotropy ii 
309, podial orthotropous ii 
5 >o. 

S. Upidcphyllay anisophylly i 
105; prothallus, development 

ii 194. 

5 . Lyalliy correlation of sporan¬ 
gium and leaf i 216. 

S. Marttnsiiy embryo ii 247; 
flower, apodial radial not 
orthotropous ii 510, female ii 
508, naale ii 508; prothallus. 


development ii 194; rhizo¬ 
phore ii 228. 

Selagindla pallidissimay flower, 
dorsivcntral ii 507. 

S. pcctinatay flower, female ii 
508. 

S.pentagomy gall-bulbil i 197; 
gall i 193. 

S, PrtissianOy flower ii 505; 
sporophyll, hypopeltate ii 503. 

S. rtipestrisy isophylly i 105 ; 
megasporangia and micro- 
sporangia, mixed ii 508. 

S, sanguinoUntay isophylly and 
anisophylly i 105. 

S. serptnsy prothallus, develop¬ 
ment ii 194. 

S, spinulosOy archegonium, open¬ 
ing ii 2 83; archesporium ii 
601; embryo, differentiation 
ii 244 ; isophylly i 105; mega- 
spore, time of germiuation ii 
623; prothallus, development 
ii 194; root-stalk ii 230; rup¬ 
ture-tubercle of spore ii 195 ; 
sporangium, origin from vege¬ 
tative point ii 473. 

S. stolonifcray germination of 
microspore ii 181. 

S. suberosGy in verse-dorsivenlral 
flower grows out vegetatively 
ii 5^8. 

Selaginelleae, fertilization ii 
508; flower, originally her¬ 
maphrodite ii 508; isophylly 
ii 505; megasporangium pre¬ 
cedes microsporangium in de¬ 
velopment ii 308; megaspore 
thrown out further than micro¬ 
spore ii 509; Platystachyae ii 
506; sewing of megaspore 
and microspore, simultaneous 
ii 509; spermatozoid, biciliate 
ii 172; sporangium, distribu¬ 
tion 11508; Tetiagonostachyae 
ii 506. 

SemeU androgyna, phyllocladc ii 
450; seedling with foliage-leaf 
ii 450. 

Seminiferous scale of Abieti- 
neae ii 518, 521. 

Stmpervivnmy laminar growth, 
basiplaslic ii 312 ; phyllotaxy 

»442- . .. 

Sepal ii 321; venation « 344 i 
without vascular bundle ii 292. 

Septal placentation ii 

Septate, carpel ii 5595 pollen- 
sac ii 555 ^ 597; rhUoid, of 
Musci ii 45,116, ofproAallus 
ii 188; sporangium ii 555, 

Sequoia semptrvirens^ archego- 
nium ii 629; flower, female 

ii 519, 5 * 1 ; 

female ii 629. 

Sesamuni indicurriy transforma¬ 
tion of flower to gland ii 571- 



Sesbaftia(uuUaiay^x-TOoX H aSo. 

Beis of Masci ii 161. 

Se/aria, arrest in spikeUt i 56; 
bristle of inflorescence i 30. 

flex-oliangeducto fungus-attack 

i 193* . . , 

86Z*modlfioatioD by external 
conditions 1191. 

Sexual organa, colour ii 551 ; 
constancy in Bryophyta ii 8; 
of Hepalicac ii 79^ disposition 

ii 80, protection ii 81, 84, 88 ; 
of Musci ii 149; phyletic im¬ 
portance ii 3 ; of Pteridophyta 
u 17a, abnormal ii 187, distri¬ 
bution ii 3 30 , systematic im¬ 
portance ii 186. 

Sexual shoot of Hepaticae ii 
83, 85. 

Shade-form of XftauO'a arvcnsxs 
ii 

Shtrardia arvmsu^ stipule ii 
370 - 

Shield of anther, ofConiferae ii 
516, of Ginkgo ii 516. 

Shoot, accessory ii 433: adven¬ 
titious i 17, 43, 46, 83, ii 313 , 
333, 376; annual, of Spermo- 
pbyta ii 440; assimilation- 
shoot the typical ii 440 ; axil¬ 
lary, and axillant leaf ii 433; 
axis, assimilating li 445, as¬ 
similating and Tight i 345, 
intemodes, contracted ii 443, 
intemodes, elongated ii 443, 
winged ii 448 ; bilateral i 66, 
90^ 137 ; branching ii 431; 
Cactus-form ii 453 ; cladode, 
i3o, 168, 349, ii 445,448,451, 
S 45 ; climbing i 90, organ ii 
455 iCorrelation ofgrowib i 307, 
creeping i 90 ; differentiation, 
various methods i 16; dorsi- 
ventral i 84, ii 138,457, lateral 
i 93, and anisopbylly 1 99, and 
correlation i 314, and gravity 
> 319, 335, and light i 330; 
endogeoetic apex ii 366; epi- 
geons (photophilous) ii 443 ; 
etiolated i 349; flattened i 93, 
347 ; foliage-shoot, typical ii 
440; and function, relation¬ 
ships {1441; geophilons ii463; 
of limited growth, flower is ii 
470; organ of unlimited growth 
i 15; hook ii 456 ; bypogeous, 
yrith unprotected apex ii 366; 
involotion i 85 \ joveoile and 
adnlt differ i 144; and leaf i 
13; leaf-borne i 42, ii 341, 
43 ^» 435 » 44 < \ long and short 
» 35 * “ 43 , J* 9 * 444; oflho- 
tropy and plagiotropy i 68, ii 
39 , 41, and correlation it 315, 
and pavity ii 333, 335, and 
Ughtii 331,333,347; orthotro- 
pous ndial it 442; photophi- 
lons, in the soil ii 466 * phyl- 
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loclade i 30, 168, 349, ii 445, 
448, 451, 545: plagiotropy ii 
457, and anisophylly 1113; with 
protective apical cap ii 366; 
radiali 73, ii 133; reproductive 
ii 467; root-borne i 43, 46, 
ii 338, 376, 280,431; rootless 
ii 334; searcher It 453; sexual 
ii 83, 85: skotopbiious ii 

463 ; storage ii 453 ; substitu¬ 
tion of lateral for lost terminal 
i 50; tendril ii 435, 456; thorn 
i 168, 364, ii 440, 453, 456; 
transformation i 20, ii 168, 
333 . 364, 435, 440. 45J, 456, 

464 ; transformed root ii 220; 
vegetative ii 441 ; water-reser¬ 
voir li 453. 

Shortening, of axillary branch¬ 
ing in flower-region ii 433 ; 
of root ii 269, periodic or con¬ 
tinuous ii 271. 

Short-lived primary root ii 272. 

Short-stalked peltate foliage- 
leaf ii 334. 

Sickle of ligule of Gramineae 
t 377 - 

Sicydium gractU, androecium ii 
539 - 

Subera ^eM/rma,cladode ii4S3. 

SiUn<^ gynacceum and placenta- 
(ion ii 564. 

S. noctijiora^ flower and light 
i 345. 

Silver dr, anisophylly and light 
i 350; and light. Kny's experi¬ 
ment i 350; flower, female, 
development iiS 32 ; shoot and 
gravity i 335. 

Silver-gUnce in Musci ii 148. 

Silver-sheen of Bryum arg<n- 
Uum in relation to medium 

i 361. 

8 izn pile es .grou p ing 0 f sp or angi a 
of Pteridophyta ii 496. 

Sifuipisy cotyledon cmarginate ii 

407- 

Sinker of PilostyUs ii 235. 

Siphoni 6 ae,energid i 33 ; light 
and regeneration i 337; poly- 
ergic i 33. 

Siphonocladiaceae, inonergic 
and polyergic cells i 24. 

Sisymbrium^ suppression of up¬ 
per bracts ii 433* 

Size, and colour of flower and 
light ii 551; of parts of flower 
and intensity of light i 345. 

Skotophiloua shoot li 463. 

Smilax^ exstipulate ii 365 ; ten¬ 
dril ii 233,438, as new forma¬ 
tion ii 334. 

5 . Sarsaparilla^ tendril ii 23 $. 

Sobralia macranikay embryo in¬ 
complete at germination ii 253. 

Soil-root ii 363; heliotiopism 

ii 376; hydrotropism ii 376. 

Solanaceae, adhesion of bract 
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and shoot ii 438 ; flower, ob¬ 
liquity and pressure ii 544; 
leaf, interruptedly pinnate ii 
331 ; ovary and placentation 

ii 565- 

Solanum DitUamara^ adventi¬ 
tious shoot ii 377. 

S. jasminioid^Sy leaf • stalk - 
climber ii 421. 

S, tuberosum t correlation and 
tuber-formation i 315 ; habit ii 
68; leaf, interruptedly pinnate 

i 127,11331; prophyll of bud, 
asymmetry ii 383; tuber-for¬ 
mation and light i 333. 

Soldanellay placentation ii 567. 

5 . pusillay flower becomes dorsi- 
ventral in development i 130. 

Sole of carpel ii 557; devel(^- 
ment in Kanunculaceae ii 500. 

Solidago <a nadetxsis , ax i U a ry 
branching and pbyllotaxy i 83. 

Sonmratia, pneumatophore ii 
11^. 

S. acida, embryo, non-viviparous 

ii 256. 

Sophora japonica, leaflet, asym¬ 
metry i 133. 

S» UtrapterOy transpiration-ap¬ 
paratus in fruit ii 571. 

Sorbus leaflet, asym¬ 

metry i 122. 

Sorus. of Angiopteris ii 586; of 
Pteridophyta ii 496, 590; sank 
in pit ii 497. 

Souinbya, related to Catypogeia 
ii 9c. 

Sparganium y antipodal cells, in¬ 
crease in number ii 637 ; leaf, 
profile-position, by torsion ii 

^ 95 - 

Spariium junceum, assimilating 
shoot-axis, arrest of leaf ii 44^ 

Spathegaster Taschenbergiy gall- 
wasp of oak i 199. 

Spathiphyllufu plaiyspatha^ con¬ 
crescence of spadix and spathe 
155; inflorescence, cpiphylloQS 
» 437 - 

Species, aggregate ii 479. 

Sperguldy cot>'ledon resembles 
foliage-leaf ii 402. 

Spermatocyte, of Coniferae ii 
614 ; of Cycadaceac ii 613. 

Spermatozoid, biciliatc ii 9, 
173; of Coniferae ii 614; of 
Cycadaceae 11613; distribution 
unknown in Musci ii 152; of 
Pteridophyta ii 172; pluricili- 
ate ii 173 ; structure, an old 
character ii 173, simplest in 
Lycopodium ii 173. 

Spermophyta, anisophylly i 
107; branching, axillary the 
nileii 431, pbyllogeoous it 433; 
cotyledon ii 401 ; embryo ii 
344, 348; flower ii 470; fruit, 
bypogeous ii 493; gometo- 
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pliyte and sporophyte ii 171 ; 
gemma ii 469; hetcrophylly ii 
351; involution, dorsi ventral i 
86; juvenile form i 153; leaf, 
apical growth ii 310, formation 
and development ii 321, pri- 
mordium originates from group 
of cells ii 306, surface, inception 
ii ill; light, qualitative influ¬ 
ence i 242 ; malformation arti¬ 
ficial i 187 ; ovule ii 614; poU 
len-sac ii 574, 599, 610; pro- 
tocorm ii 230; regeneration i 
45; reproduLtive organs and 
lighti242; reversiontojuvenile 
form i 172; root, origin of 
lateral, from several cells ii 
273 ; rootless ii 264; secdling- 
plaot and light 1 242; shoot, 
division of labour ii 440; spor- 
anginm 11573,596,610; spore- 
distribution not a function of 
megasporangium ii 573; sporo¬ 
phyte ii 222; transformation 
of root into shoot ii 227; 
vegetative organs and light i 
242. 

Spbacel&rioae, long shoot and 
short shoot i 36; pro-embryo 
i 150. 

Sphatria ve/a/a, influence of light 

i 258. 

Spbaeriaceae, influence of light 
on colour and consistence of 
fructification i 25S. 

Sphatrobohis sUtlaius^ Sterile in 
darkness i 25S. 

Sphacrc<arpus^ anthcridtum, 
chromoplasts ii 10, develop¬ 
ment ii 13; cbloropbyllous 
embryo ii 105; sinking of 
archegonium and antbendium 
in thallus ii 84; spore-germina- 
tion,rapid ii io7;sporogonium, 
contains spores and nutritive 
cells ii 97,development ii 104. 

S. Urrestris^ anthcridium ii 13; 
archegonium, distribution ii 1 
83 ; spore-tetrad ii yS, 

4^//anthcridium, develop¬ 
ment ii 13, position ii 149; 
arcliegonial venter ii J53; 
archesporium ii 156, 606 ; cap¬ 
sule, explosive ii 162; embryo, 
structure and development ii 
154; flattening of proloncma- 
formalion in light i 249 ; juve¬ 
nile form i 151; not a primitive 
form ii 159; pro-embryo ii 
122; pscudopodtum ii 161; 
relationship to water ii 53; 
sporogonium, radial i 236; 
water-cells, perforated ii 145. 

S»cuxitifoliumy protonema ii 122; 
sporogonium ii 156. 

S* (iispidahitn^ protonema ii 122. 

S. sf/natrosutfit sj>orogonium ii 

*56. 


Spike protecting flower of C<ra- 
(ozatnia ii 512. 

leaf-insertion i 93; shoot, 
dorsiventral lateral i 93. 

cf. AruruuSy ovule, unitegminy 
ii 618. 

S.Filipaidulay leaf, interruptedly 
pinnate i 127, ii 331; ovule, 
unitegminy ii 6i8. 

S. Fortunci^ LifidUyana, ovule, 
bitegminy ii 6i8* 

S. i/Zwar/a, ovule, unitegminy ii 
618; stipule, asymmetry i 125. 

Spiraeeae, ovar)', pluriovular ii 
560. 

Spiral phyllotaxy i 73; in Bctula 
i 96. 

SpireJi/a, ligular formation ii 
236. 

Spiro^iyra, rhizoid, development 

i 269. 

S,/li4viaii/is^ anchonug rhizoid 
devcloj>cd through contact- 
stimuli i 269. 

Splachnaceae, spore, distribu¬ 
tion by animals ii 165, shed¬ 
ding ii 165. 

Sphehnum^ apophysis it 159. 

S, lutcum^ rubrum, capsule and 
apophysis ii 159; protonema 

ii 128. 

S, sphaericuntf protonema ii 
128. 

Split leaf, of Aroideac ii 325 ; 
development In Cyclanthus 
bipartUui ii 326; of Palmae 
it 326. 

Splitting of leaf, by wind, in 
Musa ii 326 ; by degenera¬ 
tion in Palmae 1132$; a method 
of leaf-segmentation ii 325 ; 
through rain-drops in Jltlucnia 
dasyaiitha ii 328 ; through ten¬ 
sions in Cyclanthus bipart it ns 
ii 328* 

Spontaneous malformation i 
184; transmissible by seed i' 
184. I 

Sporangial spike of Botrychiton 
simplex ii 606. 

SporuDgiopbore in Jlelminthe^^ 
stachys ii 483, 606. 

Sporangium, active opening- 
cells, endothccial and exothc- 
cial ii 577,611; annulus ii 5S7, 
variable in Co atcptcris ii 595; 
on apogamous prothallus ii 
221; arrest ofii 510,554; axis- 
borne in Sela^ineUa ii 473; 
Power’s grouping of disposition 
ii 496 ; of Ccraieptcris ii 5S8, 
595; of CoUcchaeU 119; con¬ 
figuration in relation to place 
of appearance ii 575; correla¬ 
tion with sporophyll i 216; de¬ 
velopment Ii 595,599.601,625; 
displacement of marginal ii 
494; disposition, in Equiseta- 


ccae ii 499, in Lycopodineae ii 
5 ^ 3 ) sorus of Pteridophyta 
ii 496; and distribution of 
spores ii 575, in one flower of 
Selaginelleae ii 508; division 
of labour ii 577 ; embedded ii 
573 » 584;cosporangiam ii6o2; 
factors determining position in 
Pteridophyta ii 494; foliar, 
marginal in Filicineac ii 473, 
peripheral in Equisetineae li 
47 3 » superior in Lycopodineae 
” 473 } ii 573, 584; func¬ 
tion ii 573; homology i 17; 
inception in Pteridophyta ii 
601; leaf-borne, in Pterido- 
phyia ii 473, becoming axis- 
borne ii 517, 556; leptosporan- 
giom ii 602; and light i 245 ; 
mature, of Equisetineae ii 583, 
of Filicineae ii 584, of Lyco¬ 
podineae ii 578, of Spenno- 
phyla ii 610 ; opening ii 509, 

575 , 577 . 578, 583. 587. 595 . 
600, 610; organ of propaga¬ 
tion i 20, ii 573; ovule, a ii 
573 ; pollen-sac, a ii 573; posi¬ 
tion, in sporocarp ii 479, 487, 
on sporophyll in Filicineae ii 
493 » protective arrangement 
ii 474, 496 ; phyletic hypothe¬ 
sis regarding ii 605; stdk, its 
origin ii 574 ; stalked and un¬ 
stalked in Pteridophyta ii 574; 
stomium ii 573, 579, 588; sym¬ 
metry ii 574; tapetum ii 59O, 
599,638; wall-structure ii 576, 

57 «. 58.1. 584. 595 . 596. 598. 
610. See also Ovule, Mega¬ 
sporangium, Microsporan- 
gium, Pollen-sac. 

Spore, of Ilepaticac ii 106; 
formation in Myxomycetes i 
25; of Musciii 152; andsporo- 
cyte ii 596. 

Spore-distribution, by animats 
in Splachnaccac ii 165; in 
aquatic Pteridophyta ii 212; 
218,474, 575, in llepaticae ii 
95,97; simultaneous in hetero- 
sporous Pteridophyta ii 212, 
509; not a function of mega¬ 
sporangium ii 573; in Musci ii 
160; and sporangium ii 575, 
580; and sporophyll in Pteri¬ 
dophyta 11474; bywalerii98, 

212, 218,474, 575* . 

Spore-germinatiou in aquatic 
Filicineae ii 211; in llepaticae 
ii 106; intrasporangial ii 202 ; 
intrasporogonial ii 106, 123; 
in Musci ii 116; rapid in 
Hepaticae ii 107. Sec also 
Embryo-sac, Megaspore, 
Microspore, Polleo-graiD. 

Spore-sac of Musci ii 156* 

Sporocarp ii 474, 479 > 49^1 
hypogeous ii 493. 
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Bporoeyta and spore li 596. See 
also Mogasporooyte. 

SporogenouB cell-mass ii 596. 

Sporogoiiial, sac ii 90; tuber- 
shoot ii 9 ^* 

Sporogoni^ini, absorption of 
water ii 157 ; of aquatic Bryo- 
phyta ii 575: assimilatinn ii 
158 ; containinj; spores ii 97, 
and elaters ii 99, and nutritive 
cells ii 98; with elalerophore 
ii 100; without claterophorc 
ii 99; and i^emma produced 
together ii 51 ; of Hepaticae ii 
9J, development ii 10^, fluid 
around young ii 90, function 
ii 94, opening ii 95, 97, 99; 
of Mosci ii 15^. and hghl i 
236, opening ii t6o; rhizoid in 
Eriepus ii 157. 

Sporophyll, anatomy in Pteri- 
dophyta ii 486: biological re¬ 
lationship in Ptcridophyta ii 
474 ; cause of configuration ii 
473; condition for appearance 
in Filicineaeii 498 ; configura¬ 
tion protects sporangium ii 496; 
correlation and form i Z15; 
developed into foliage-leaf ii 
47(; and foliage-leafi alike ii 
474» 47S* conform 

in position and origin ii 477, 
genetic relationship ii 470; is 
foliage-leaf ii 482; form in 
relation to sporangium ii 499; 
formation and medium ii 498: 
function in Pteridophyta ii 
473; malformation i 179: 
new formation in Eusporan- 
giate Fiticineae ii 48i>in Lep- 
tosporangiateFilicineae 1)477; 
primitive in relation to foliage- 
leaf ii 510; sterilized sporan¬ 
gium in Coniferae ii 517 ; and 
spore-distribution in Pterido¬ 
phyta ii 474; time of appear- 
anceii 498; transformed foliage- 
leaf i R, 21 fi, ii 477; transition 
to foliage-leaf in Pleri<iophyla 
li 474; of Angiospermae ii 
5^7* Coniferae ii 515; of 
Cycadaceae ii 511 ; of Equi- 
setaceae ii 499; of Eusporan- 
giate Filicineae ii 482; of 
Heterosporous Leptosporan- 
giate Filicineae ii 487 ; of Iso- 
sporousLeptosporangiate Fili- 
cineae ii 485; of Ginkgoaceae 
it 5^5 y of Isoetaceae ii 471; 
of Lycopodineae ii 471, 503 ; 
of Pteridophyta li 472. See 
also Carpel, Megoaporo- 
pbyll^ Microsporopbyll, 
Btamen. 

Sporophytd, and gametophyte, 
alternation ii 171, connexion 
ii 598, homology i 20; an¬ 
nual, Anogramnu Uptophytla 


ii 217, 498; of Pteridophyta, 
NagcU s view of origin ii 605. 
Sprengdl on symmetry of flower 

i 13^- 

Spruce, bud malformed by 
Ck<rnui Abietis i 178 ; early 
flowering of transplanted 1212. 
Squamule* intravaginal ii 359. 
Stdihys^ plagiotropy ii 461. 

S. palustris^ sy hot tea ii 461. 
StoxkhcHsid^ antipodal ceils, in¬ 
creased number ii 637. 

Stahl, hypothesis of leaf-mvola- 
tion ii 29S. 

Stalk-cell of antheridiom of 
Cycadaceae ii 613. 

Stalk, of leaf ii 299 ; of sporan¬ 
gium, origin ii 574, outgrowth 
of sporophyll ii 602. 6)7. 
Stalked and unstalked leaf, com¬ 
pared ii 301. 

Stamen, basipetal succession ii 
542; branching ii 533; cho- 
risis ii 535; compared with 
sporophyll of HelmitUhcUa- 
<hys ii 483; confluence ii 539; 
disposition in flower ii 529; 
doublingu$36; flag-apparatus 

ii 550; homology i 181. ii 
500; malformation i 180, in¬ 
herited i 187; peltate ii 334; 
phyllody i 180; transformation 

i n. it 55*» 555 \ uniformity ii 
553: without vascular bundles 

ii 292; of Angiospermae ii 
527; of Coniferae ii 515: of 
Cycadaceae ii 514: of Gink¬ 
goaceae ii 515; of Gnetaceae 
it 526. 

Stamina!. phalange in Hyptri* 
curn a^^ptiacum ii 534; pri- 
mordium, branching ii 536. 
Staminode, nectariferous ii 550. 
Stant^'ria^ ovule ii 513, develop¬ 
ment li 628 ; prothallus a con¬ 
sequence of pollination ii 628. 
S, pnradoxat ovule ii 627. 
Sianhop^a^ pollen-sac,confluence 
it 554‘ 

Stapelidao, shoot as w*atcr-re¬ 
servoir ii 452. 

StaphyUa pintiata^ aoisophylly, 
lateral i 108. 

fri/o/ia/a, leaflet, asymmetry 

i 122. 

Stogocarpoua Musci ii 160. 
Steinheil on leaf-development 
» 303, 

S/e/hi ria trudia , cl ei stog a my an d 
light i 245. 

Stellatoe, stipule ii 368, foliar 

ii 369; suspensor-baustorium 
ii 642. 

Stem, and leaf, distinction 1 16 ; 
tuberous i 232, 262, 263, ii 

j69.431.453.463- 

paraphyIlium ii 57; 
water-absorptive organ ii 70. 


S. paraphyilina, hypogeous rhi¬ 
zome ii 70; xerophily ii 57. 

Siephanodium peruvianum^ in¬ 
florescence, e|>iphyUous ii 437. 

SUrculia. cotyledon ii 403; cx- 
traseminal absorption of endo¬ 
sperm ii 402, 

S.pia/ani/clia, leaf, peltate ii 335. 

Sureocaiilon. symmetry and di¬ 
rection i 72. 

Stcreum sangxdnoUniunit sporo- 
pbore abnonnal in darkness i 
258. 

Sterigmata of Vittariaceae ii 
»*5- 

Sterile, and fertile shoot alike in 
Equisetum ii 501; sporophyll 
of Cy<as ii 511. 

Sterility, inherited i 186. 

Sterilisation, a factor in de* 
velopment ii 605 ; in ovule ii 
627, 628, 632; in pollen-sac 
” 554» 597: m sporangium ii 
555. 597» 604: of sporangium 
into sporophyll ii 517; in 
sporogonium ii 97, 103, 605, 
606: in synangium ii 585, 605, 

Stigma of Angiospermae ii 327, 

Stimuli, concerned In fertiliza¬ 
tion in Angiospermae i 269, 
)i 622; external formative and 
configuration i 205. 

Stimulus, of insect inducing 
formation of ovule i 270; of 
pollen-tube inducing formation 
of ovule i 269. ii 623; pollen- 
tube a non-fertilizing ii 624. 

Stipel i 210, ii 379; protective 
function ii 380. 

Stipulor,appendage ii 366; drip- 
tip ii 367: formation of Mnrat- 
tiaceac ii 315 ; hypsophyll ii 
394; kataphyll ii 386; pro¬ 
pagation in Marattiaceae i 46; 
scale of Ceratopteris thalic- 
(rouUs ii 313; sheath, deci¬ 
duous axillary, in Ficui Psetido^ 
Carica ii 372. 

Stipule ii 359: adnate ii 359: 
arrest ii 364; assimilative 
function ii 363; asymmetry i 
IJ5; axillary ii 315. 359, J7J. 
418; climbing hook ii 371 ; 
concrescence, ofadjacent leaves 
ii 368, of one leaf »367: 
correlation of growth i 210; 
deveIo)>ed on sucker-shoot i 
191; development ii 3^4; 
fleshy ii 365; foliar ii 369; 
form «‘Uid function ii 366; free 

>1359. 37J: glanil ii36>. 381; 

inequality in size ii 366; inter- 
j>etiolaf ii 368, 374; juvenile 
form in Tropatclum viajus 1 
163: number ii 364; persistent 
ii 364; protective function ii 
359» 3631 386; rare in Fieri- 
dophyta ii 365; reduced ii 
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365; secreting mucilage ii 

381 ; symmetry-relatiooshtps 

> ii 36®; transformed ii 
381; vascular supply ii 364. 

Stolon, and condition of life, of 
Fragarxa V€sca ii 460; de¬ 
velopment in Circcua ii 440; 
of Hepalicac ii 23; of Utri- 
cularia ii 238; water-tuber ii 

239- 

Stoma on sporogonium of Musci 
ii 159. 

Stomium li 575, 579, 588. 

Stool'Shoot i 210. 

Storage, of food-material in em¬ 
bryo ii 257; bypocotylar ii 
258, 260; kataphyll ii 399; 
leaf ii 398; root ii 289; shoot 
ii 453 - 

Stnptccarpus^ conelation of 
growth io cotyledon i 210; 
cotyledon, persistent ii 235, 
403; free-living leaf ii 235; 
germination ii 235; intercalary 
grosvth of cotyledon ii 404. 

S. polyanthuSy cotyledon ii 4O4; 
free-living leaf ii 235; proto- 
conn ii 232. 

Wtndla^iiy free-living leaf 
ii 235. 

Striate venation ii 338. 

StrohihntkuSy anisophylly, habi¬ 
tual 1113. 

Strobilus of Stlagintlla ii 476,' 

505.. 

Si ruth iopUrug^rma n Un , p h y 11 0- 
taxy i 78. 

Style, formation ii 565. 

Stylidioceae, embryo, retarded 
ii 250; seed, time of germina¬ 
tion ii 253. 

Stylidiumy embryo, retarded ii 
250; leaf inversion by torsion 
ii 296, 298* 

5 . pilosum^ reduplicaium^ leaf 
inversion by torsion ii 298. 

S. uandotSy hook-leaf ii 420. 

Stylus auriculae, of Fnillania 
ii 60. 

Submerged leaf, divided ii 358, 
riband-form “ 357 - 

Subtorranean organ plagiotro- 
pous i 68; shoot i 104, ii 463. 

Suecuboos leaves ii 39. 

Succulence, of leaf and environ¬ 
ment i 265, and salt i 266; in 
Cactaceae i 19; in Euphorbia- 
ceae i 19. 

Superior ovary ii 559; syncar- 
pous gynaeccum ii 562. 

Suppression, meaning of i 56 ; 
of active opening cells in 
pollen-sac ii 611. Sec also 
Arrest. 

Surface and filamentous pro- 
thallus of IlymcDophyllaceae 
ii 210. 

Suspensor, and function in An- 


giospermae ii 642; haustorium 
ii 642. 

S3^biosis, in Hepaticae ii 78; 
in Pteridophyta ii 198, 218, 
348; in root of Cycas ii 282; 
and saprophytism ii 218, 234, 
Symmetry. SeeBolationships. 
S^petalae, ovule, epithelium 
ii 638, unitegminy ii 617. 
Symphoricarpus, calyx, develop¬ 
ment ii 543. 

i'.ro^^wjtt^jheterophylly ii 352; 
leaf-form on renovation-shoot 

i 190. 

Symphyogyna^ branching ii 23; 
hymenophylloid tballus ii 25; 
leaf ii 35; pericbaetial scale to 
archegonium ii 83; rhizome, 
sympodial ii 25; sporogonium, 
development ii 104. 

S. Brogniartii^ leaf ii 36. 
Symphytumy leaf-base decurrent 
as wing h 448. 

5 . oJficinaUy cruntalty arche- 
sporium of pollen-sac ii 599. 
Sympodial, branching, of Am- 
pelideae ii 435, of leaf in 
Dicotyledones ii 330; rhizome 
of Hepaticae ii 25. 
Syuangium of Marattiaceae ii 

585* 

Syncarpoua gymaeccum ii 558, 
562-4- 

Synergidao, embryo-formation 
ii637; function ii 637. 
SyringCy kataphyll ii 385; win¬ 
ter-bud, strnctnre ii 432. 

5 *. dubicy ovular development 
after pollination ii'<$23. 

vulgarisy laminar growth, 
picnroplastic ii 312. 
Syrrhopodon , wa tc r- cell, per- 
forated ii 145. 

S, leaf-structure ii 145. 

Swarm-spore of Vauchtrxa i 
23 - 

T. 

Taenicphylluniy foliage-leaf, ab¬ 
sent ii 286; root, assimilation 

ii 286. 

71 ZeUingeriy protocorm ii 232. 
Tali sin print epsy kataphyll ii 
384, from leaf-primordium ii 

385* . 

Tamarindus indica , 1 ea /1 cl, 
asymmetry i 122. 

Tamns turepatusy exstipulate ii 

Tannin-body of Hepaticae 11 

79. 

Tapetum ii 596; functional not 
morphological layer ii 397» 
638; of ovule ii 638 ; plas- 
medial it 5965 of pollen-sac 
of Angiospermae ii 599; se¬ 
cretion ii 596: varying origin 

ii 597 - 


Taphrina tamu cervL cau$in<T 
gall ii 526. 

T Laurefuia, causing witches' 
broom i 193. 

Tjraxatumy heterophylly it 352; 
root, periodic shortening ii 

571.. 

T officifuiU, inheritance of fascia- 
tiun i 186. 

T palustrCy leaf-form ii 352, 
Targioniay air-cavities ii 75; in. 
volution of parts to resist 
drought ii 65; scale ii 30; 
spore-germination ii 112; spo¬ 
rogonium, development ii 104. 
Taxineae, flower, female ii 519. 
Taxodieae, flower, female ii 

521. 

Taxodiuniy prothallus, male ii 
614; root, knee ii 2fc. 

T distithumy absence of knee- 
root in dry soil i 260 \ leaf- 
apex, precedence in growth ii 

309- 

TaxuSy flower, female ii 520, 
male ii 499; hyponasty and 
epinasty i 85 ; megasporocyte, 
many ii 628 ; protection of 
ripening seed ii 523; root- 
hair ii 269; stamen ii 515. 

T. bactata, flower, female ii 521. 
Tusdalia nudicaulUy leaf-form 
in dwarf-conditions i 259. 
Temperature, and blind flower 
1213. 

Temporary, and persistent arrest 
of cotyledon ii 403 ; retarda¬ 
tion of foliage in lianc ii 434. 
Tendril, absent in juvenile form 

i 161; adhesive disk i 268, 

ii 224, and contact-stimulus 

i 268 ; correlation and forma¬ 
tion i 216: factors causing 
transformation iiito ii 428; 
filiform ii 457: and inflore- 
scence 11435, 456; 1eafii6i, 

ii 421, of Dicotyledones 11421, 
of Monocotyl^ones ii 428; 
Muller’s investigations ii 425 ; 
as new formation ii 224; root 
ii 286; shoot ii 435 * 4551 
spirally-branched ii 426; tran¬ 
sition, from leaf] 163, to leaf 
i ]6x: transformed leaf ii 421; 
watch-spring ii 456. 

Teratological phenomena in 
tendril of Cucurbitaceae ii 
428. 

Teratophylluni acuUatufn, van 
inermiSy leaf, adaptation to 
environment ii 347. 

Terminal, and basal growth i 
41 ; cotyledon of Monocotyle- 
dones i 16; leaf i 16, 41, ii 
305, 541 ; new formation at 
lea^apcx ii 242. 

Ttmiola hngipeSy leaf without 
vascular bundle ii 293. 
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Tetrad-division, of meRaspo; 

ranRiom of aquatic Filices ii 
of megasporocyte ol 
Spennophyta ii 625; of micro- 
sMrocyle of 

worlkii li 6 js; of spotocyle 
of Hepaticac ii y8. 
Telragonolobus, cotyledon, asym -1 
inctp' i ''51 leallct.asymme- , 
try i 132 . 

7’. siliqiioius, stipule ii 36'. 
Telra^nos(a(hya(, aiiisophylly 
ii 506; flower ii 506. 

TV/rc/ArV, gemma ii 140, dimur- 

phisroii49:i‘rotonema,special 

of tissimilAtioD ii 1 3 I t 

vii^c«nceofantheridialt»roups 

ii 141. . 

T. p4llt4ciJa,^^XXiiX\<<\ suriaccand 
light i 249; origin li 

140; spore, shedding ii 165. 
Tttraplodon Wormskjoldi, »aprO‘ 
phytism ii 128. 

7V/r^c£>«/n<w.prot one ma,special 
organs of assimilation \i 121. 
ThalKtrum, slipel ii 380. 

T. ct)uiU^(u/olium ii 380. 
ThaUoid vegetnUve body of 
parasite ii 225. 

TkalUidima viiuulart^ symme- 
tr>’ anti dircctioti i 72. 
Tballophyta, arrest rarer than 
in higher plants i 56; ccU- 
colony i 22; cell-dominion 1 
22; colony, fixed i 29; con¬ 
figuration of juvenile form i 
148; division of labour 1 2t, 
33; pluricellular plant i 22 ;, 
resting state 1 261 ; tricbomc 
i ai ; unicellular plant i 22. 
Thallose Hepaticae leaf ii 35. 
TballuB, bilateral, of BryopsU 
i 66; definitiort i 21. 

Thesiuni^ ovule, alegminy ii 
619. 

ThJadiantha^ tendril, nature ii 
425 ; tuber and gravity i 
321 . 

T, dubia^ androecium ii 289; 

root-tul^r ii 2S9. 

Tborn, formation, and medium 

i 263, an adult character i 
t68; leaf 11428; root ii 288; 
shoot ii 452, 456, reversion to 
foliage-shoot ii 453: stipule 

ii 381; transformed shoot i 9, 

ii 429 

Thuidium^ shoot, dorsiventral 
ii 138, plagiotropous, and light 

i 333- 

T’. tamarascinwHy paraphyIlium 
d * 47 - 

Thuya, juvenile form I 154; 
m^sporocyte, many ii 628; 
shoot-system ii 449. 

T. occidentalism branch-system 
fnd light i 230; hairless root 

ii 269; shoot, branebmg i 88; 


transplaiilcd, early flowering 
i 213 . 

Th uyops is dolahrata , branch- 
system and lii:ht i 230. 

7 ky nuts Sc rpy lift m , p I a gi ot ro • 
])ous shoot in shade ii 459. 

T. vulgaris, orthoiropous j»hoot 
in sunny localities ii 459* 

Tigridia, root, ilimorphism ii 
271. 

Tilia, cotyledon, lobed ii 407 ; 
fruit, compensation of growth 
i .*07, prophyllar parachute ii 
383 ; juvenile form, direction 
of growth i 143; laminar 
growth, pleuropla>tic ii 312; 
leaf, asymmetry i 117. branch¬ 
ing of lamina ii 312. insertion 

i 93, position i 96; shoot, 
abortion of apex of annual i 
209, concatenation of plagio¬ 
tropous i 70, 96, dor>iventral 
lateral i 93, 96. 

/*. cufopaea, root, development 
periodic ii 290. 

T. panifoliay cotyledon, lobed 

ii 407 ; symmetry i 96. 

Til/a ndsia, anchoring-root ii 
286. 

T bulbosa ii 2$6« 

T* itsncoidts, rootless ii 265. 

Time-relationship in axillary 
branching ii 432, 

Timmia, mammilla on leaf- 
surface ii 143. 

Tissue - development below 
archegonium after fertilization 
in Hepaticae ii 106. 

Tmesiptcris, cladode ii 448 ; hy- 
pogeous shoot•apex unpro¬ 
tected ii 266; rootless ii 264; 
sporangial wall and distribu¬ 
tion of spores ii $78 ; sporan¬ 
gium, mature ii 578, relation¬ 
ships,ii 505: sporopbyll iisoa, ] 
and sterile leal ii 504; sterile 
cells of sporogenous tissue ii | 
297. 

T truncata^ sporopbyll ii 504. 

Todca, leaf, structure and envi¬ 
ronment ii 347; prothallus, 
adaptation ii 210; sporangium, 
position ii 494; stipule, axillary 
3 « 5 - 

T. barbata, annulus ii 592. 

71 pelhicida^ leaf, structure and 
environment ii 347. 

T. superba^ leaf, development ii 
313, structure and environ¬ 
ment ii 347. 

Torenia, haustorium of ovule ii 
639. 

Torreyti, anther, shield ii 516; 
flower, female U 519; ovule 
ii 519. 

Torsion, causing leaf-insert ion 
ii 296; changing leaf-insert ion 
i 93; obligate i 186, inherited | 


i 186; unilateral iufloresceiKe 
through i 136. 

Torus, limited growth in Angio- 
spermae ii 541 ; suppression 

ii 340. 

Tcz:ia alpinn, sto rage-h ala phy 11 
d 399 - 

Trabeculae, of sporangium, of 
1 socles ii 535. 397. of Lepido^ 
dendrOH ii 397. 

Tnidcs^antia Virginia, embryo, 
difTcreniiaiiun li 410. 

Transformation, .Tctu.il i 6; 
carpel to foliage*leaf, i l8l ; 
flower to anchoring-organ ii 
571; flower to glan<l ii 571 ; 
foliago-lcaf, to iiypsoj'hyll i 
10. 161, ii 394, to sporopbyll 

i II, 181, ii 477, to temliil i 
178, ii 421, to thorn i 168; 
hynsophyll to sepal ii 349; 
inflorescence, to a»similatiun- 
shuot ii 447, to climbing-or¬ 
gan ii 433. 436, to tendril ii 
435 * inlloicbcencc-shoot, to 
geoplulous shoot ii 44O, 464; 
of leaf i 6-11, to insect-trap 
it 237, to neetary ii 430, to 
root i 161, ii 237. to shoot 

ii 2^1, to water-reservoir in 
Hepatic.ne ii 5$ ; of organs i 5, 
actual i 6, conditioned bv 
change of function i 12, 256, 
by fun gus-.at lack in; of ovule 
to foliage-leaflet i i$i; petal 
to nectary ii 430, 360 ; of pri- 
moidiaiS; of rhizoid in Hepa¬ 
ticae ii 47; rhizophore to leafy 
shoot ii 229; of root i 12, to 
assimilation-organ ii 246, 280, 
284, to pneuniatophore ii 2 78, 
to shoot i 12, ii 2 27, and its in¬ 
terpretation ii 228, to tendril ii 
2S6, to thorn ii 28S, to tuber 
ii 289; of shoot, photonhilous 
to geophilous ii 464, to nook ii 
456, to phylloclade i ao, i 63 , 
ii 443, 448, 543, to root ii 233, 
to tendril ii 455, to iborn i 168, 
264, ii 440, 432, to tuber ii 
433; of sporangium and sporo- 
phyll, pnyletic hypothesis ii 
606; stamen,to carpel i 179.10 
flag-apparatusii 350, to foliage- 
leaf i 180, to nectary ii 449, 
to petal i II. 177, 179, X92, ii 
449. 551 ; and temporary re¬ 
tardation in development i 57. 
See also Malformation,Phy 1 - 
lody. 

Tranaformed, flower ii 571 ; 
leaf ii 382; radial shoot ii 
452, of liane ii 453; root ii 
278; shoot ii 444 ; suoropbyll, 
flower-envelope and ii 549 ; 
stamen ii 555; stipule ii 3S1. 

Transition between, bract, and 
bristle-scale i 197, and petal i 
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197 ; cotyledon and foliage-leaf 

i 145, ii 404 ; embedded and 
free sporangium ii 574; epi. 
geous and hypogeous cotyledon 

ii 403 ; eosporangium and lep- 
tosporanginm ii 602 ; foliage- 
leaf, and hypsophy 11 i 10,11391, 
551, and kataphyll i 9, ii 350, 
and phyllodium ii 354, and 
tendril i 10, 161, and tubular 
leaf ii 338; foliage-shoot and 
thorn ii 452; gemma and leaf, 
iii40; heteroblastic and homo- 
blastic germination i 168; 
hypsophyll and flower • en - 
vclope ii 549, 550; inflore¬ 
scence and stolon ii 437 ; leaf, 
and climbing-organ i 161, and 
root ii 237, 240, and shoot ii 
236; leaf-form i 6, 10, 163; 
leaf, entire and divided ii 294; 
raonergic and polyergic forms 
i 24; organs i 9, of different 
symmetry i 67 ; peltate and 
ordinary leaf ii 336; pinnatifid 
and pinnate leaf ii 332; plagio- 
tropy and orthotropy of shoot 
i 69. ii 457, 459; prophyll 
and tendril ii 384, 426; radial 
and dorsiventral lateral shoot 

i 98 ; roots 112, anchoring and 
nourishing ii 288 ; sporangium 
and sporangiferous leaf ii 606 ; 
sporophyll and foliage-leaf ii 
474,510; stamen,and nectary 

ii 449, and petal ii 449, 550; 
sterile and fertile sporophyll 
ii 511; thorn and nectary ii 

TransitioD-figure in phyllotaxy 
i 79. 

Transmission through seed of 
malformation i 184. 

Transpiration and ripening of 
fruit ii 570. 

Transplanted tree, early flower¬ 
ing i 212. 

Transverse dorsiventral flower 
i 128. 

Tra/Oy cotylar storage ii 257; 
leaf-stalk and light ii 301 ; 
phyllotaxy ii 442. 

Trecul, on leaf-development ii 

303- 

Tree, concatenation of plagio- 
tropous shoots i 70, ii 457; 
correlation of growth in bud 

i 208; gravity and shoot i 224; 
root, periodicity of develop¬ 
ment ii 290. 

Tree-ivy i 160. 

Tnubia^ gemma ii 49; leaf ii 39; 
sexual organs, protection ii 84. 

T. hisif^nisy leaf, arrangement ii 
39 ; habit ii 40. 

Trianea hogotmiiSy root-apex ii 
267; root-hair of water-root 

ii 269. 
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Trickocoha, calyptraii 89; para- 
phyllium ii 57; perianth want¬ 
ing ii 89; spore, germination 
ii 110; water-reservoir ii 58. 

T parapkyllina, paraphylH um 
ii 57 - 

r. pluma, fertile shoot ii 89. 

T » tomenUUa, paraphyllium U 
57 ; rhizoid ii 45. 

T iomeniosa, foliar water-reser¬ 
voir ii 58. 

TnchomatuSy arcbegoniophore, 
radial ii 191 ; leaf, short- 
sulked peltate ii 334, water¬ 
holding ii 348; protballus ii 
207, archegoniophore ii 207, 
formation it 209, gemma ii 
214, radial ii 191 ; ptyxis, 
circinate, absent ii 321. 

7 *. Ankersily mtiscoides, pedi- 
ullaium^ root, adventitious ii 
264. 

T, hra<hypusy leaf, adaptation to 
environment ii 348, adpressed 
» 335 - 

T. diffusunty prothallns ii 207, 

T. Goebeiianumy rootless ii 264. 

T. Hiliitbrandtiy leaf, adapta¬ 
tion to environment ii 348, 
form and external factors i 
117, short-stalked peltate ii 
334 ; rootless ii 264. 

T. incisumy pinnule, basal ii 
347 - . 

T» fnaxirnwny raduaftSy prothal¬ 
ius, development ii 208. 

T. fTtcnibranaccnmy leafless shoot 
functions as root ii 264. 

T. MotUyiy leaf, short-stalked 
peltate ii 334; ptyxis,circinate, 
absent ii 321 ; sterile leaf 
without vascular bundle ii 292. 

T. peKatttm, leaf, short-sUlked 
peltate ii 334; ptyxis, circinate 
absent ii 322. 

T, raiifornUy leaf-form, bio¬ 
logical sigoilicance ii 346; 
leaf, lamina roany-Iayered ii 

T'. rigidunty protballus ii 207, 
gemma ii 214; symbiosis with 
fungi ii 219. 

T. Umninty sorus ii 589; spo¬ 
rangium, opening ii 589. 

T. vciwsumy prothallusj gemma 
ii 214. 

Tricbome. definition impossible 

i r6; of protballus of Stla- 
gintlla ii 195; of Thallo- 
pbyta i 21. 

Tridiopiliay pollcn-sac, conflu¬ 
ence ii 554. 

Tric/tostomumy spore, shedding 

ii 163. 

TrifoHumy branching, axillary 
ii 433 ; juvenile form i 155. 

T. repensy phyllody of carpel 1 
181. 


71 ruhettSy pressure and develop¬ 
ment of inflorescence i 138. 

T, subUrrantuviy inflorescence, 
hypogeous ii 571; transfonna’ 
lion of flower into anchoring- 
organ ii 571. 

Trijugat© system of phyllotaxy 
of Bravais i 80. 

Trisdeha kypnoides, trifariay leaf 
without vascular bundle ii 293, 

Tritictim repc^iSy hypogeous 
shoot as boring-organ ii 266. 

T. vulgarly embryo ii 415. 

TroUiuiy nectariferous staminode 
li ; P«tal as flag-apparatus 
and nectary ii 551. 

T, europaetis, flower • envelope 
derived from hypsophyll ii 
550. 

Trcpa/olumy archesporium of 
pollen-sac ii 600; cleistogamy 
in darkness i 243 ; flower-bud 
not unfolding in darkness i 
243; baustorium of ovule ii 
642; leaf-stalk-climber ii 421; 
Sachs’ experiments on flower¬ 
ing i 244. 

T. adunatmy cut leaf 11 337. 

71 majusy gravity and root-for¬ 
mation i 222; juvenile leaf, 
segmentation ii 337; leaf, 
peltate ii 335, primary peltate 
ii 336; stipule, a juvenile form 

i 163, reduced ii 365. 

7 *. minusy leaf, juvenile, segmen¬ 
tation ii 337, primary peltate 

T, tricoloruftiy tendril, develop¬ 
ment i 163, ii 423, a juvenile 
form i 163. 

Trophic pole of Volvox i 28. 

Tropical, plants, anisophylly, 
lateral i 108; species of Sal* 
vinia have unlimited life ii 
441« 

Tropo-sporophyll ofLycopodi- 
neae ii 510. 

Tsuga (anadentUy archegonium 

ii 629. 

Tuber, of Hepaticae ii 43* 
history of discovery ii 66; of 
Juncm sitphtiis i 262; of Poa 
hulbosa i 263; of potato, re¬ 
tarded by light i 232; on 
protballus of Arufgrammt ii 

217. 

‘Tubercule primaire ^ Lyco¬ 
podium ii 194; qIL ycopodium 
salakcuse ii 217. 

Tuberous, cotyledon ii 257; 
hypocolyl ii 258, 260; leafii 
398; monocotylous plants, 
hairless root of ii 269; prothal- 
\M‘i,oiBotrychium virginianum 
ii 198; protocorm ii 231; root 
ii 289; stem ii 269, 431, 

463; stolon as water-reservoir 
of Vtricnlaria ii 239. 
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Tubular, bract of Marcjjjravia* 

cea« ii3a»;lcafn5«» ^37.?.^’ 

557. cbaractcriitic ol in¬ 
sectivorous plants ii 237* 33^* 
development li 237* 337» | 

retardeti lormation it 337* . , 

embr>o-sac, rt'<laction in ' 
number ii 262; Howcr in tlark- 
ness i 243; mcj^asporocytc be- 
comes cmbryo-»ac ii 625. 

T, sylveUris^ root-development, 
peiiodicity ii 290. 

Twig, correlation of growth i 
2C9. 

Twig-thorns in Olaccae ii 

‘ Typo * as defined by dc Can¬ 
dolle ii 535- . 

Typhd, hy^)soph)ll ii 397 ; leaf, 
bilateral I i 293, profile-position 
by torsion ii 295; terminal 
flower-leaf ii 541. 

tetrad-division 
of microsporocyte 11625. 

Typical root ii 263. 

U. 

VUx, branch-thom and medium 
i 263; Icaf^thom and medium 
i 263. 

U* iurcpaius^ juvenile form i 
168; tnom i 168. 

XTlmaceae, aporo‘,;amy ii 615. 

Ulmuiy laminar growth, plcuro- 
plastic ii 312 ; leaf, asymmetry 
i 117, branching ii 312, posi¬ 
tion i 96; seedling i 70; 
shoot, a^rtion of apex of an- 
nnal i 209, concatenation of 

E lagiotropousi 70^dorsivcntral 
iteral i 

t/. camptsfris, tjfusay phyllolaxy 
i 70. 

IJhthrix zonatay colony 131. 
Ultm«7ioIet rays and flower i 

344- 

Uha /af/tua, anchoring-organ i 
3^- 

Umbdllifeme, bract, ancst i 
89, ii 397, 433; branching, 
axillary li 433 \ cladode ii 
452; correlation, bract and 
leaf-sheath i 59; flower, un¬ 
essential zygomorphy i 130; 
bypsophyll ii 397; leaf, 
acropetal branching ii 330, 
cylindric ii 295; leaf-base, 
function ii 399 ; leaf-sheath U 
331; ovary, inferior, develop¬ 
ment ii 569; ovale, onitegminy 
ii 617, 

UmbiiuMSy leaf, peltate ii 335, 
origin of peltate ii 337, transi¬ 
tion from peltate to ordinary 

ii 336. 

I/.pendulinusy primary Icaf.oon- 
peltate ii 336. 

UnequAlly-aised leaflet i J22, 
126. 


Unessontial zygomoqihy ol > 
flower i 130. ^ 

Unfolding <d long shoot and 1 
short shoot ii 445. ' 

Unicellular, archesporium of 
Angio^permac ii 632 ; plant 
of Thallophyta 1 22. 
Uniformity of stamen of An- 
gioN|)ermae li 533. 

Unilateral, formation of pin¬ 
nules ii 4>>o; inflorescence i 
136, and light i 137, and ex- , 
ternal factors i 137, origin 
138, through torsion i 136; 
pmnation i 121. li 480. 
Unilaterally »plit corolla of 
Compo^itac ii 553. j 

Unilocular ovary, becoming \ 
plurilocular ii 365 ; of syncar- 
pous gynaeccum ii 562. 1 

Unitegminy of ovule ii 617, \ 
61S, 629; by concrescence ii 
617, 618; and sympcialy ii 
6 i;. ' 

Unatalked.Ieafandenvironment! 
ii 301 ; sporangium of Euspor- 
angiate Mlicincae ii 374. I 
Uiomycts piiiy causing malfor¬ 
mation in Ettphotbia i 192. j 
fV/fi'j. anisophylly, lateral t j 
108; cotyledon, emarginate ii | 
4«r' 

L \ dioua^ anisophylly i 234 ; in¬ 
florescence, dorsivenlral i «34 ; ] 
shoot-axis, stmeture of dorsi- 
ventral ii 545 ; stipule, con- 
, crescence ii 368. 

I U. urenSy cotyledon, persistent 
ii 403; inflorescence, radial 

i 134* 

Vrtuauaty anisophylly i 108. 
habitual i 109; abbcnce of| 
petal onexplaincd ii 551 l leaf, 
asymmetry i 116; stipule, 
concrescence ii 36S 
Vstila^Oy causes sex-change i 

193- 

C. anthtrarum^ causes doubling 
of flower i 192. 

(\ Treubiiy produces gall 1 196. 
Ciricularia, calyx, confluence of 
parts ii 539; cotyledon re¬ 
sembles foliage-leaf ii 402; 
embry o, redu<^ ii 264; flower, 
development of dorsiventral ii; 
542; form reduced in relation 
to mode of life 11 62 2 ; haos- 
torium of ovule ii 640 ; involu¬ 
tion. dorsiventral i 86; juve¬ 
nile form i 164; leaf, dicho¬ 
tomy ii 329 ; leaf-root ii 237 ; 
leaf-tuber ii 398 ; leaf, tubular 

ii 5^ I morphological 
categories, abolished i 15, ii 
239; nutritive tissue of ovule 
ii 640: organs, categories not 
sharply separated i 8; proto- 
corm ii 232; rootless U 263 ; 


shoot, rootless ii 234; storage- 
leaf ii 298; transition between 
leaf and shoot ii 236; tuberous 
waicf-re»crvoir ii 239; vege¬ 
tative organ, protean, origin ii 
24O ; win ter-bud ii 39S. 

U. ajfinisy stolon-formation ii 

^39* 

l\ bryopkilay hu^ifolka, stolon 
ami foliai^e leaf ii 240. 

U. (ceruUa, leaf-root ii 238 ; 
stolon ii 23S,and foliage-leal 
ii 240. 

U. Uooktri^ bladders ii 237; 
insccl-trap ii 237; rhizoid ii 
237 ; sec^iling, development li 
239; tubular leaf ii 237 • 
vegcla-tive organs ii 237. 

L' . IJu b^ldi I , Ttnifo* tniiy etn • 
br)o, cbloro|>h>llous in seed ii 
•54 

U. vifiatCy sUiUriSs chalazal and 
futdcular nutritive tissue ii 
641. 

U. montana, capacity for repro¬ 
duction i 143; embryo, reduced 
ii 254. 

L\ leaf, peltate ii 

336. 

V. anchoring-organ 
il i39* 

I ' ofhicuiatay bract without 
vascular bundle ii 292; em¬ 
bryo, reduced ii 254. 

L\p^ltatiXy leaf, peltate ii 333. 

U* rttuulixtay inflorescence a 
climbing-organ ii 456. 

Utricularieae. ptyxis ii 310; 
tubular leaf ii 337. 

V. 

I ’aainium Myrlilhtty shoot, 
dorsiventral lateral i 94 ; pbyl • 
lotaxy i t6i. 

Vaginal outer storage-leaf of 
bulb of Lilium (axtdidum ii 

39^- 

VaUrianay flower, asymmetry 1 
129; intermediate formations 
betsveen organs i 197. 

y, Phuy inferior ovary, develop¬ 
ment ii 569. 

tripteris, bud degenerate 
through Phytoptxis \ 195, 

Valerianacoae, inferior ovary, 
development ii 569; malfor¬ 
mation due to Phytoptus i 
194. 

I (^lAJ^rasip/iOft] alUt - 

nifoliay vegetative point of 
flower-axis 141. 

Value, in organography of mal¬ 
formation i 179; of colour in 
flower ii 551. 

Valvate vernation and con¬ 
crescence i 53. 

Vanilla arcma/ica, root-tendril 
ii 287. 
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Variation, in number of pollen- 
sacs in Angiospermae ii 554; in 
numerical symmetry of flower 
” 53 ®; propagative capacity 
of organs i 46; of stamen in 
one flower of Coni ferae ii 516; 
within embryo-sac ii 637. 
Variations inherited i 185. 
Variegation, inheritance of i 
184. 

Varying origin, of similar or¬ 
gans i 18 ; of tapetum ii 597. 
Vascular bundle, of leaf ii 292; 
leaf without ii 292 ; supply of 
stipule ii 364. 

Vamheriay absence of juvenile 
form i 148 j swarm-spore i 23. 
V, ciavata, anchoring rhizoul 
developed through contact- 
stimuli i 269; rbizoid, a ju¬ 
venile character i 269. 

K geffiwata, resting state in 
drought i 262. 

Vegetative, adaptation of Musci 
ii 141; body, of Lemua i 
16, ii 236, of PUostyUs 
ii 225, 621; development, 
through postponement of pro¬ 
pagation ii 605, increased 
through suppression of repro¬ 
ductive organs i 142, 212, ii 
212; organsjiable to change of 
function i 14, of higher plants 
i 20, propagative organs 
cannot be referred back to i 
18; point,absent in Lemnaceae 
i 4], absent in embryo of Mo- 
nocotyledones ii 245, approach 
to in Thallophyta i 31, and 
branching! 32, formation of or¬ 
gans at i 41, regeneration at i 
41, regeneration of i 43, WolfPs 
term i 33; points,cell-dominion 
with i 33, competition between 
i 42; propagation antagonistic 
to seed-formation i 45, 213, ii 
5!, 215, 469, in regeneration 
] 48; and reproductive shoots, 
symmetry i 69, ii 507. 
VeUmeu of air-roots ii 283, 
284. 

Venation, dicotylous ii 342; 
and leaf-sire ii 343; and whole 
leaf-growth ii 342; monoco- 
tylous ii 339; of petal ii 344; 
of sepal ii 344; variation in 
one plant ii 339. 

Ventral canal-cell of archego- 
nium of Pteridopbyta ii 184. 
Vernation, concrescence in val- 
vate i 53. 

Veronica^ confluence of petals ii 
539; juvenile form i 167; re- 
version-shoot i 172. 

V. Bec<abunga^ endogenetic ad¬ 
ventitious root ii 273. 

V. (upressoidtSy juvenile form i 
167; reversion-shoot i 218, 


V. ludtraifcHa, cotyledon per¬ 
sistent ii 403. 

V. lycopedioidts, heterophylly ii 
353; juvenile form i 167; re¬ 
version i 173, 

Vibtirmim, peliolar gland ii 
362; question of stipule ii 
362. 

K. Opitlus, correlation of growth 
in flag-apparatus I 211; flag- 
flower ii 571 ; honey-glandbe- 
coming stipule ii 381; stipule 
ii 362, number ii 364. 

Viday stipule, asymmetry i 125, 
honey-gland ii 381, 

y. Cracuiy inflorescence, dorsi- 
ventral i 67, 135; stipule, 
asymmetry i 121, 125, func¬ 
tion ii 366. 

K Faba^ etiolated seedling 
flowering i 243; fasciation i 
190 ; juvenile form i 156; leaf, 
malformation i 178, experi¬ 
mental i 191; root, formation 
and light i 231, movement 
in soil ii 276; shoot, orthotro- 
pous, dorsjventral branching 


171. 


yitioria r^gin, juvenile form i 
163; leaf, peltate ii 335, 
prickle i 264. 

I V m inaria den ndata , ph y I lod i u m 
ii 354 - 

y\otay flower, opening and clos¬ 
ing and light i 245. 

V. trieclory stipule and function 
ii 366. 

Virescence. of antheridial group 
inTetraphis ii I41; of arche- 
gonium 11187; ofsporopbyll 
ii 609. 

/ 'isaim^ cotyledon resembles foli¬ 
age-leaf ii 402 ; flower, reduc¬ 
tion ii 622: stcrilitatioQ of 
sporogenous tissue in pollen- 
sac ii 597. 

y, album t embryo-sac embedded 
in torus ii 620. 

y, artieulatum, many embryo- 
sacs embedded ii 620. 

Vitex /fgnus^asluSi leaflet, 
asymmetry i 123* 

ViliSf tendril ii 457. 

y, ciwrea, vulpina, tendril ii 
435 - 

y. pterap/tora, storage-shoot il 
453 - 

y, vinifera^ gabler i 186. 

Vittariay prothalUal gemma ii 
214 ; protballus ii 205. 

Vittariaceao, prothallial gemma 
ii 214; protballus ii 206; 
sterigmata ii 215. 

Viviparous, plants, embryo ii 
255; race, of Poa a/pina i 
179, of Pea bu/bosa i ijg. 

Vivipary, and moisture ii 257; 
transmission in Pea i 184. 


Vdchting, experiments upon 
flower and light i 244. 

Volvocineae, colony, configu¬ 
ration i 27. 

VolvoXy colony 127; division of 
labour i 28 ; trophic pole i 28. 

V. aureusy coeuebium i 28. 

Voyriay embryo, reduced ii 254; 
ovule, alcgminy ii 618. 

y. azuredy ovule, ateminy ii 
619, development ii 019. 

W. 

Wachendorjpa flower, 

transverse dorsivcntral i 128. 

Wall-cell of antheridium of 
Cycadaceae ii 613. 

Watch-spring-tendril li 456. 

Water, absorption by Musci ii 
141; ioflaence upon organs i 
260 ; relationship of Sphagna 

10 53 ; TOot has arrest^ hairs 

11 269; and spore-distribution 
ii 575; storage-root ii 284; 
storage-tissue of Hepaticae ii 
76; storage-tuber of Ana- 
gramme ii 216; uptake by 
leaf, of Hepaticae ii 52, of 
Musci ii 145, of Pinguicula ii 
349, of Pteridopbyta ii 347, 
349 - 

Water-chamber, capillary in 
Hepaticae ii 58. 

Wator-excretion of RUcia ii 
72. 

Water-form of PUda i 369, ii 
34 > 45 - 

Water-leaf i 260, ii 34, 348; 
and medium 1 260. 

Water-pit in Anihoctros ii 56. 

Water-plant, endogenetic ad¬ 
ventitious roots ii 273; root- 
hairs absent ii 269; rootless ii 
^65. 

Water-reservoir, capillary in 
Hepaticae i 261; leaf as, in 
Hepaticae ii 58; shoot as ii 
452; stolon as ii 239. 

Water-sac, archegonial, of 
Musci ii 1535 insect-trap in 
Hepaticae ii 64. 

Water-slit at leaf-apex ii 309. 

Water-storage in mucilage u 
76. 

Webera proH/eray propagative 
shoot ii 139. 

Weddelina sguamuhsay anchor¬ 
ing-organ ii 222; haptera ii 
222; leaf ^vitllOut vascular 
bundle ii 293. 

IVeigehy double leaf i 190. 

IVeissia, papilla on leaf-surface 
ii 143; spore, shedding ii 163. 

IVelwitsehia, arcbegonium ii 
629; embryo, suctorial organ 
ii 409; embiyo-sac, ger¬ 
mination ii 629; flower, male 
i 60; hermaphroditism i 60, u 
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;26; hypocoiylar liaustorium 
ii 402; sexual organ, female ii 
639; ovule, unilegiiiiny ii 629. 

IV. mirabitis, branching, power 
absent ii 431 ; slower, male ii 
526; leaf, |)crsi>tcnt basal 
growth ii 522. 

Wheat, embryo ii 415* 

Whorl, false ii $Z 2 - 

Wiesner, on anisophylly i 100: 
on internal symmetry-relations 
and anisophylly i 254* 

Wind-distribution of spores 
ii 573, sporophyll and ii 474. 

WiDd-pollination, in Cycada. 
ccae not universal ii 513; in 
Monocotyledones ii 547. 

Wing> decurrcnl leaf-base ii 
44^*; of leaf of Filicineac ii 
314: of shoot-axis ii 44^. 

Winged thallus of llcpnticac 
ii tS. 20. 

WiDgless leaf of Pilutaria ii 
3M- 

Winter-bud, of Myriophylhon 
\ 174, 218, ii 398; prophyll li 
383; structure in Syringa ii 
432; of Vtricularia ii 398. 

Witches* broom, caused by 
AtiUium tiaiinnm i 192, 
E.rcascus i 192, Taphrina 
J.aurenda i 193; develop¬ 
ment i 192 ; shoot always 
sterile i 192. 


Wolff, Kaspar Friedrich, ser¬ 
vice til history of develop¬ 
ment i 6; on leaf-dcvclopmenl 
li 302. 

\\'cfflui> frcc-liviiig leaf, ii 235. 

\VW^rsVitSKhii^ root¬ 
less ii 265. 

Wound-callus, new tormation 
of organs on i 44 

X. 

Xantkofhymu: pn/onus, hypo- 
colylar storage ii 258. 

Xatukosewa belophytlmn, vena¬ 
tion ii 341. 

Xtraut m tt m tn n • rcphyllu m , 

h>psophyll, division li 397. 

Xerophilous. adaptation i 163, 
in Eijniseittfft hyimaU ii 446, 
in Hepnticae ii 57, 65, in 
Miisci ii 142, 148; marsh- 
plants ii 44O; i>lani, juvenile 
torn) i 165. 

Xf9o((s leaf-lamina, 

differentiation ii 300. 

Xylopkylla, I'hyllocladc ii 452. 

Y. 

Yucca, formation of organs and 
gravity i 224. 

Z. 

Zamia, pollen-grain, germina- 
tion ii 612; stamen ii 514* 


Z. .Skiurnfi, stamen ii fM* 

Zarftioiu/rnSy leaf, cutting i 4f^* 

/fiftftii kfllia, archesifonum of 
pollen-sac ii 600; macropo- 
dous embryo ii 260. 

Zauonieae, tendril ii 427. 

Z.a HO H iii HI i}( rocti rpa , 11 n d ri 1 , 

axillary ii 427. 

/.on antijiodal cells, 

number ii 637; prop-root ii 
277; root-hair arrested in 
water ii 269; seodlin:! ii 416; 
sterility inherited i i^6. 

/i!la mya^^rouUi , leaf, adult, 
arrest i 167; juvenile form i 
167. 

Zingiboraceae. ligtde ii 377; 
petal, iransfoimcd stamen ii 
551 ; plug-tip ii 309. 

/tKiHia a>pio,(i<<ii seedling u 

4 * 7 - 

Zoopsisy reversion of leaf to lhal- 
lus-form ii 42 ; rudimentary 
form ii 115. 

Z. argt'uua, ru'limentary form ii 

114. 

Z.osUniy rnncropo<iaus embryo ii 
26] ; pollen ii 611. 

/. tu(triH(7. mavfopodous embryo 
ii 262. 

Zygospore of germina- 

liim in \arving nutrition i 

:66. 
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